Google 


This  is  a  digital  copy  of  a  book  that  was  preserved  for  generations  on  library  shelves  before  it  was  carefully  scanned  by  Google  as  part  of  a  project 

to  make  the  world's  books  discoverable  online. 

It  has  survived  long  enough  for  the  copyright  to  expire  and  the  book  to  enter  the  public  domain.  A  public  domain  book  is  one  that  was  never  subject 

to  copyright  or  whose  legal  copyright  term  has  expired.  Whether  a  book  is  in  the  public  domain  may  vary  country  to  country.  Public  domain  books 

are  our  gateways  to  the  past,  representing  a  wealth  of  history,  culture  and  knowledge  that's  often  difficult  to  discover. 

Marks,  notations  and  other  maiginalia  present  in  the  original  volume  will  appear  in  this  file  -  a  reminder  of  this  book's  long  journey  from  the 

publisher  to  a  library  and  finally  to  you. 

Usage  guidelines 

Google  is  proud  to  partner  with  libraries  to  digitize  public  domain  materials  and  make  them  widely  accessible.  Public  domain  books  belong  to  the 
public  and  we  are  merely  their  custodians.  Nevertheless,  this  work  is  expensive,  so  in  order  to  keep  providing  tliis  resource,  we  liave  taken  steps  to 
prevent  abuse  by  commercial  parties,  including  placing  technical  restrictions  on  automated  querying. 
We  also  ask  that  you: 

+  Make  non-commercial  use  of  the  files  We  designed  Google  Book  Search  for  use  by  individuals,  and  we  request  that  you  use  these  files  for 
personal,  non-commercial  purposes. 

+  Refrain  fivm  automated  querying  Do  not  send  automated  queries  of  any  sort  to  Google's  system:  If  you  are  conducting  research  on  machine 
translation,  optical  character  recognition  or  other  areas  where  access  to  a  large  amount  of  text  is  helpful,  please  contact  us.  We  encourage  the 
use  of  public  domain  materials  for  these  purposes  and  may  be  able  to  help. 

+  Maintain  attributionTht  GoogXt  "watermark"  you  see  on  each  file  is  essential  for  in  forming  people  about  this  project  and  helping  them  find 
additional  materials  through  Google  Book  Search.  Please  do  not  remove  it. 

+  Keep  it  legal  Whatever  your  use,  remember  that  you  are  responsible  for  ensuring  that  what  you  are  doing  is  legal.  Do  not  assume  that  just 
because  we  believe  a  book  is  in  the  public  domain  for  users  in  the  United  States,  that  the  work  is  also  in  the  public  domain  for  users  in  other 
countries.  Whether  a  book  is  still  in  copyright  varies  from  country  to  country,  and  we  can't  offer  guidance  on  whether  any  specific  use  of 
any  specific  book  is  allowed.  Please  do  not  assume  that  a  book's  appearance  in  Google  Book  Search  means  it  can  be  used  in  any  manner 
anywhere  in  the  world.  Copyright  infringement  liabili^  can  be  quite  severe. 

About  Google  Book  Search 

Google's  mission  is  to  organize  the  world's  information  and  to  make  it  universally  accessible  and  useful.   Google  Book  Search  helps  readers 
discover  the  world's  books  while  helping  authors  and  publishers  reach  new  audiences.  You  can  search  through  the  full  text  of  this  book  on  the  web 

at|http: //books  .google  .com/I 


THE  DEVELOPMENT  OF  THE  CHICK 

^.V  INTRODUCTION   TO  EMBRYOLOGY 


THE    DEVELOPMENT 
OF  THE    CHICK 


AN   INTRODUCTION    TO   EMBRYOLOGY 


FRANK  rJiMAAE 

PROFESSOR  IN  THE  UNlVraCrlTY  OF 


CHICAGO 


NEW  YORK 
HENRY  HOLT  AND  COMPANY 

1908 


Copyright,  1908, 

BY 

HENRY  HOLT  AND  COMPANY 


I.' 


PREFACE 

This  book  is  a  plain  account  of  the  development  of  the  never- 
failing  resource  of  the  embryologi^t,  the  chick.  It  has  been  neces- 
sar>'  to  fill  certain  gaps  in  our  knowledge  of  the  development 
of  the  chick  by  descriptions  of  other  birds.  But  the  account 
does  not  go  beyond  the  class  Aves,  and  it  applies  exclusively 
to  the  chick  except  where  there  is  specific  statement  to  the 
contrar>'.  Projected  chapters  on  the  integument,  muscular  sys- 
tem, physiology  of  development,  teratology,  and  history  of  the 
subject  have  l)een  omitted,  as  the  book  seemed  to  be  already 
sufficiently  hmg.  The  account  has  been  written  directly  from 
the  material  in  almost  every  part,  and  it  has  involved  some 
special  investigations,  particularly  on  the  early  ilevelopment 
undertaken  by  Doctor  Mary  Blount  and  Doctor  J.  T.  Patterson, 
to  whom  acknowledgments  are  due  for  permission  to  incor- 
porate their  results  before  full  publication  by  the  authors.  As 
the  book  is  meant  for  the  use  of  beginners  in  embryology,  refer- 
ences to  authors  are  usually  omitted  except  where  the  account 
Ls  b:u*ed  directly  on  the  description  of  a  single  investigator.  A 
fairly  full  list  of  original  sources  is  published  as  an  appendix. 

Figures  borrowed  from  other  publications  are  crcdite<i  in 
the  legends  to  the  figures.  The  majority  of  the  illustrations  are 
fn)m  original  preparations  of  the  author:  Figures  46,  48,  50.  51, 
52.  5S,  59.  60.  61,  62,  63,  64.  65,  66.  67.  71,  72,  73,  74,  75,  99, 
105  ami  106  were  drawn  bv  Mr.  K.  Havashi;  tiie  remainder  of 
the  original  drawings  were  executed  by  Mr.  Kenji  Toda.  The 
photographs  in  Figures  118.  119,  120.  16S,  ISl,  1S2,  189.  194.  197, 
and  231  are  the  work  of  Mr.  Willard  (\  (Ireen.  Some  of  the 
figures  nuiy  be  studied  with  advantage  for  points  not  described 
in  the  text. 

Acknowleilgments  are  also  due  my  colleague.  Professor  W.  L. 
Tower  for  nuich  assistance,  and  to  Doctor  Rov  L.  Moodie  for 
special  work  on  the  skeleton,  and  photographs  of  potash  prep- 
anitions  reproduced  in  Figures  242,  246,  249  and  250. 

The  best  introduction  to  the  problems  opened  up  by  the  study 

•  •  • 
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iv  PREFACE 

of  embryology  is  a  careful  first-hand  study  of  some  one  species. 
It  is  in  this  sense  that  the  book  may  serve  as  an  introduction  to 
embryology,  if  its  study  is  accompanied  by  careful  laboratory 
work.  In  some  respects  it  is  fuller,  and  in  others  less  complete, 
than  other  books  with  which  it  might  be  compared.  On  its 
comparative  and  experimental  sides,  embryology  is  the  only  key 
to  the  solution  of  some  of  the  most  fundamental  problems  of 
biology.  The  fact  that  comparative  and  experimental  embry- 
ology receive  bare  mention  is  not  due  to  any  lack  of  appreciation 
of  their  interest  and  importance,  but  to  the  conviction  that  the 
beginner  is  not  prepared  to  appreciate  these  problems  at  the 
start;  to  the  belief  that  our  teachers  of  embryology  are  com- 
petent to  remedy  omissions;  and  finally  to  the  circumstance 
that  no  one  book  can,  as  a  matter  of  fact,  cover  the  entire  field, 
except  in  the  most  superficial  way. 

The  development  before  laying  and  the  first  three  days  of 
incubation  are  treated  by  stages  as  far  as  possible,  and  this  mat- 
ter constitutes  Part  1  of  the  book.  It  involves  the  study  of  the 
origin  of  the  primordia  of  most  of  the  organs.  The  matter 
concerning  the  later  development  is  classified  by  the  organs 
concerned,  which  seems  to  be  the  only  possible  way,  and  this 
constitutes  Part  II.  The  first  part  is  complete  in  itself,  so  far 
as  it  goes,  and  no  doubt  it  will  be  the  only  part  consulted  by 
some  students. 

The  attempt  to  present  a  consecutive  account  of.  the  develop- 
ment of  the  form  on  which  so  many  classics  in  the  history  of 
embryology  have  been  based  is  no  slight  undertaking.  The 
author  can  hardly  hope  that  he  has  avoided  omissions  and  errors, 
and  he  will  be  sincerely  grateful  to  those  who  call  such  to  his 
attention. 
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INTRODUCTION 

I.    The  Cell  Theory 

The  fundamental  basis  of  the  general  conceptions  of  embry- 
ology, as  of  other  biological  disciplines,  is  the  cell  theory.  The 
organism  is  composed  of  innumerable  vital  units,  the  cells,  each 
of  which  has  its  independent  life.  The  life  of  the  organism  as  a 
whole  is  a  product  of  the  combined  activity  of  all  the  cells.  New 
cells  arise  always  by  subdivision  of  pre-existing  cells,  and  new 
generations  of  the  organism  from  liberated  cells  of  the  parental 
body.  The  protozoa,  however,  have  the  grade  of  organization 
of  single  cells,  and  the  daughter-cells  arising  by  fission  constitute 
at  the  same  time  new  generations.  In  some  metazoa  new  gen- 
erations may  arise  asexually  by  a  process  of  budding,  as  in  Hydra, 
or  of  fission,  as  in  some  Turbellaria;  such  cases  constitute  excep- 
tions to  the  nile  that  new  generations  arise  from  liberated  cells 
of  the  parental  body,  but  the  rule  holds  without  exception  for 
all  cases  of  sexual  reproduction. 

The  body  consists  of  various  functional  parts  or  organs;  each 
of  these  again  consists  of  various  tissues,  and  the  tissues  are  com- 
posed of  specific  kinds  of  cells.  The  reproductive  organs,  or 
gonads,  are  characterized  by  the  production  of  germ-cells,  ova 
in  the  female  gonad  or  ovary,  and  spermatozoa  in  the  male  gonad 
or  testis.  However  large  the  ovum  may  l)e,  and  in  the  hen  it 
is  the  part  of  the  egg,  known  as  the  yolk,  it  is,  nevertheless,  a 
single  cell  at  the  time  that  it  leaves  the  ovary  in  all  animals. 
Similarly  the  spermatozoon  is  a  single  cell.  An  ovum  and  sper- 
matozoon unite,  in  the  manner  to  be  described  later,  and  con- 
stitute a  single  cell  by  fusion,  the  fertilized  ovum  or  oosperm. 
This  cell  divides  and  forms  two;  each  of  the  daughter-cells  divides, 
making  four,  and  the  number  of  cells  steadily  increases  by  suc- 
cessive divisions  of  all  daughter-cells,  so  that  a  large  numl^er 
of  cells  is  rapidly  produced.     Organs  are  formed  by  successive 
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2  THE  DEVELOPMENT  OF  THE  CHICK 

and  orderly  diflferentiation  among  groups  of  these  cells.  Among 
these  organs  are  the  gonads,  consisting  of  cells  which  trace  a 
continuous  lineage  by  cell-division  back  to  the  fertilized  ovum, 
and  which  are  capable  of  developing  into  ova  or  spermatozoa 
according  to  the  sex  of  the  individual. 

The  lives  of  successive  generations  are  thus  continuous  because 
the  series  of  germ-cells  from  which  they  arise  shows  no  break  in 
continuity.  All  other  kinds  of  cells  composing  the  body  finally 
die.  In  view  of  this  contrast  the  non-germinal  cells  of  the  body 
are  known  collectively  as  somatic  cells.  In  some  way  the  germ- 
cells  of  a  species  maintain  very  constant  properties  from  gen- 
eration to  generation  in  spite  of  their  enormous  multiplication, 
and  this  furnishes  the  basis  for  hereditary  resemblance. 

The  establishment  of  the  fact  that  in  all  animals  the  ovum  is 
a  single  cell,  and  that  the  cells  of  all  tissues  of  the  body  are  derived 
from  it  by  a  continuous  process  of  cell-division,  completes  the 
outline  of  the  cycle  of  the  generations,  and  furnishes  the  basis 
for  a  complete  theory  of  development.  The  full  significance 
of  this  principle  can  only  be  appreciated  by  learning  the  condition 
of  embryology  before  the  establishment  of  the  cell-theory  in  the 
eighteenth  centur>'.  The  history  of  our  knowledge  of  the  devel- 
opment of  mammals  is  particularly  instructive  in  this  respect: 
some  knowledge  had  been  gained  of  the  anatomy  of  the  embr>'os, 
mostly  relatively  advanced,  of  a  few  mammals;  but  the  origin 
of  the  embryo  was  entirely  unknown;  the  ovum  itself  had  not 
been  discovered;  the  process  of  fertilization  was  not  understood. 
In  the  knowledge  of  the  cycle  of  generations  there  was  a  great 
gap,  and  the  embryo  was  as  much  a  mystery  as  if  it  had  arisen 
by  a  direct  act  of  creation.  To  be  sure  Harvey  in  1651  had 
propounded  the  theorem,  omne  vivxnn  ex  ovo,  but  no  one  had 
ever  seen  the  egg  of  a  mammal,  and  there  was  no  clear  idea  in 
the  case  of  other  forms  what  the  egg  signified. 

In  1672,  de  Graaf  (who  died  in  1673  at  the  age  of  32)  published 
a  work,  "de  mulierum  organis  generationis  inservientibus,"  in 
which  he  attempted  to  show  that  the  vesicles  seen  on  the  surface 
of  the  ovaries  were  the  female  reproductive  material.  But  he 
could  not  reconcile  the  view  that  the  Graafian  follicle  is  the  mam- 
malian egg  with  the  fact  that  the  earliest  embryos  discovered 
bv  him  were  smaller  than  the  follicles.  For  this  reason  his  views 
were  opposed  by  Leeuwenhoek  and  \'alisnieri;  and  the  later  re- 
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searches  of  Haller  and  his  pupil  Kuhlemann  seemed  to  establish 
a  view  which  banished  all  possibility  of  a  rational  explanation 
of  development,  viz.,  that,  in  the  highest  group  of  animals  (the 
mammalia)  the  embryo  arose  after  fertilization  out  of  formless 
fluids. 

In  1827  V.  Baer  discovered  the  mammalian  ovum  within  the 
Graafian  follicle.  But  no  correct  interpretation  of  this  discovery 
was  possible  until  the  establishment  of  the  cell-theory  by  Theo- 
dore Schwann  in  1839;  Schwann  concluded  as  the  result  of  his 
investigations  that  there  was  one  general  principle  for  the  forma- 
tion of  all  organisms,  namely,  the  formation  of  cells;  that  "the 
cause  of  nutrition  and  growth  resides  not  in  the  organism  as  a 
whole,  but  in  the  separate  elementary  parts,  the  cells."  He 
recognized  the  ovum  as  a  single  cell  and  the  germinal  vesicle  as 
its  nucleus.  But  on  account  of  his  erroneous  conception  of  the 
origin  of  cells  as  a  kind  of  crystallization  in  a  primordial  sub- 
stance, the  cytoblastema,  he  was  unable  to  form  the  conception 
of  continuity  of  generations  which  is  an  essential  part  of  the 
modern  cell-theory. 

Schwann's  theory  as  regards  the  ovum  was  not  at  once  ac- 
cepted. Indeed,  for  a  period  of  about  twenty  years  some  of 
the  best  investigators,  notably  BLschoff,  opposed  the  view  that 
the  ovum  Ls  a  single  cell,  and  the  so-called  germinal  vesicle  its 
nucleus.  It  was  not,  indeed,  until  1861  that  Gegenbaur  deci- 
sively demonstrated  that  the  bird's  ovum  is  a  single  cell.  Even 
after  that  it  was  maintained  for  a  long  time  by  His  and  his  fol- 
lowers that  all  the  cells  were  not  derived  from  the  ovum  directly, 
but  that  certain  tissues,  notably  the  blood  and  connective  tissues, 
were  to  be  traced  to  maternal  leucocytes  that  had  migrated  into 
the  ovum  while  it  was  yet  in  the  follicle.  This  view  was  decisively 
disproved  in  the  course  of  time. 

II.    The  Recapitulation  Theory 

Haeckel's  formula,  that  the  development  of  the  individual 
repeats  briefly  the  evolution  of  the  species,  or  that  ontogeny  is 
a  brief  recapitulation  of  phylogeny,  has  been  widely  accepted  by 
embr>ologists.  It  Ls  based  on  a  comparison  Ixjtween  the  embry- 
onic development  of  the  individual  and  the  comparative  anatomy 
of  the  phylum.  The  embr>'onic  conditions  of  any  set  of  organs 
of  a  higher  species  of  a  phylum  resemble,  in  many  essential  par- 
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ticulars,  conditions  that  are  adult  in  lower  species  of  the  same 
phylum;  and,  moreover,  the  order  of  embryonic  development 
of  organs  corresponds  in  general  to  the  taxonomic  order  of  organ- 
ization of  the  same  organs.  As  the  taxonomic  order  is  the  order 
of  evolution,  Haeckel's  generalization,  which  he  called  the  funda- 
mental law  of  biogenesis,  would  appear  to  follow  of  necessity. 

But  it  never  happens  that  the  embryo  of  any  definite  species 
resembles  in  its  entirety  the  adult  of  a  lower  species,  nor  even 
the  embryo  of  a  lower  species;  its  organization  is  specific  at  all 
stages  from  the  ovum  on,  so  that  it  is  possible  without  any  diffi- 
culty to  recognize  the  order  of  animals  to  which  a  given  embryo 
belongs,  and  more  careful  examination  will  usually  enable  one 
to  assign  its  zoological  position  ver}'  closely. 

If  phylogeny  be  understood  to  be  the  succession  of  adult 
forms  in  the  line  of  evolution,  it  cannot  be  said  in  anv  real  sense 
that  ontogeny  is  a  brief  recapitulation  of  phylogeny,  for  the 
embryo  of  a  higher  form  is  never  like  the  adult  of  a  lower  form, 
though  the  anatomy  of  embryonic  organs  of  higher  species  re- 
sembles in  many  particulars  the  anatomy  of  the  homologous 
organs  of  the  adult  of  the  lower  species.  However,  if  we  conceive 
that  the  whole  life  history  is  necessary  for  the  definition  of  a 
species,  we  obtain  a  different  basis  for  the  recapitulation  theory. 
The  comparable  units  are  then  entire  ontogenies,  and  these  re- 
semble one  another  in  proportion  to  the  nearness  of  relationship, 
just  as  the  definitive  structures  do.  The  ontogeny  is  inherited 
no  less  than  the  adult  characteristics,  and  is  subject  to  precisely 
the  same  laws  of  modification  and  variation.  Thus  in  nearly 
related  species  the  ontogenies  are  very  similar;  in  more  distantly 
related  species  there  is  less  resemblance,  and  in  species  from 
different  classes  the  ontogenies  are  widely  divergent  in  many 
respects. 

In  species  of  lower  grades  of  organization  the  ontogenetic 
series  is  a  shorter  one  than  in  species  of  higher  grades,  so  that 
the  final  stages  of  the  organs  of  a  lower  species  become  inter- 
mediate or  embryonic  stages  in  species  of  higher  rank.  But  the 
stage  of  the  lower  species  does  not  appear  in  all  the  organs  of  the 
higher  species  simultaneously.  Thus  the  chick  never  exhibits 
the  grade  of  organization  of  a  fish  throughout;  while  its  pharynx, 
for  instance,  is  in  a  fish-like  condition  with  reference  to  arches 
and  clefts,  the  nervous  system  is  relatively  undifferentiated,  and 
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it  has  no  vertebrae;  on  the  other  hand,  it  has  a  heart  of  an  am- 
phibian rather  than  of  a  fish  type. 

Some  of  these  considerations  may  be  represented  graphically 
as  follows:  let  us  take  a  species  D  that  has  an  ontogeny  A,  B,  C,  D, 
and  suppose  that  this  species  evolves  successively  into  species 
E,  F,  G,  H,  etc.  When  evolution  has  progressed  a  step,  to  E, 
the  characters  of  the  species  established  develop  directly  from 
the  ovum,  and  are  therefore,  in  some  way,  involved  in  the  com- 
position of  the  latter.  All  of  the  stages  of  the  ontogeny  leading 
up  to  E  are  modified,  and  we  can  indicate  this  in  the  ontogeny 

1.  A  B  C  D  of  E  as  in  line  2;  similarly,  when  evolu- 

2.  A*  B*  C^  D*  E  tion  has  progressed  to  species  F,  seeing 

3.  A'  B'  C'  IP  E*  F  that  the  characters  of  F  now  develop 

4.  A»  BH:«  D»  E' F*  G         directly  from  the  ovum,  all  the  onto- 

5.  A*  B^  C^  D^  E'  F^  G*  H  genetic  stages  leading  up  to  F  are  modi- 
fied, line  3.  And  so  on  for  each  successive  advance  in  evolution, 
lines  4  and  5.  It  will  also  be  noticed  that  the  terminal  stage  D  of 
species  1,  becomes  a  successively  earlier  ontogenetic  stage  of  species 
2.  3,  4,  5,  etc.,  and  moreover  it  does  not  recur  in  its  pure  form, 
but  in  the  form  D^  in  species  2,  D^  in  species  3,  etc.  Now  if  the 
la.*^t  five  stages  of  the  ontogeny  of  species  5  be  examined,  viz., 
I)*,  E',  F',  G*,  H,  it  will  be  seen  that  they  repeat  the  phylogeny 
of  the  adult  stages  1),  K,  F,  G,  H,  but  in  a  modified  form. 

This  is  in  fact  what  the  diagram  shows;  but  it  is  an  essential 
defect  of  the  diagram  that  it  is  incapable  of  showing  the  character 
of  the  modifications  of  the  ancestral  conditions.  Not  only  is  each 
stage  of  the  ancestral  ontogenies  modified  with  each  phylogenetic 
advance,  but  the  elements  of  organization  of  the  ancestral  stages 
are  also  dispersed  so  that  no  ancestral  stage  hangs  together  as  a 
unit.  The  embryonic  stages  show  as  much  proportional  modi- 
fication in  the  course  of  evolution  as  the  adult,  but  this  is  not 
so  obv-ious  owing  to  the  simpler  and  more  generalized  character 
of  the  embryonic  stages. 

The  recapitulation  theory  as  outlined  above  is  obviously  a 
corollary  of  the  theory  of  organic  descent;  it  was  in  fact  devel()i)ed 
in  essentially  its  present  form,  soon  after  the  publication  of  the 
"Origin  of  Species,'^  by  Fritz  Miiller  and  Krast  Haeckel.  Hut 
the  data  on  which  it  was  based  were  known  to  the  earlier  embrv- 
ologLst*s;  and  Meckel,  for  instance,  insisted  very  strongly  on  the 
resemblance  between  the  ontogenetic  and  the  taxonomic  series 
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(1821).  V.  Baer  opposed  Meckel's  view  that  higher  organisms 
pass  through  the  definitive  stages  of  the  lower  organisms,  and 
formulated  his  conclusions  on  the  subject  in  1828  in  the  following 
theses : 

1.  "The  more  general  features  of  a  large  division  of  animals 
arise  in  the  embryo  earlier  than  the  more  special  features." 

2.  "  From  the  most  general  features  of  structure  arise  those  that 
are  less  general,  and  so  on  until  the  most  specific  features  arise." 

3.  "The  embryo  of  any  definite  species  tends  away  from  the 
specific  forms  of  other  species  instead  of  passing  through  them." 

4.  "Fundamentally,  therefore,  the  embryo  of  any  higher 
species  is  never  like  a  lower  species,  but  only  like  its  embryo." 

Some  embryologists  profess  to  prefer  the  laws  of  v.  Baer  to 
the  recapitulation  theory  as  a  formulation  of  the  actual  facts. 
But  it  is  obvious  that  the  only  possible  explanation  of  the  facts 
Is  found  in  the  theory  of  descent,  and  that  therefore  they  must 
be  formulated  in  terms  of  this  theor}\  The  method  of  formula- 
tion will  depend  on  the  conception  of  the  nature  of  the  factors 
of  organic  evolution.  Haeckel  stated  his  theory  in  Lamarckian 
terms,  which  renders  it  inacceptable  in  many  places  to  those 
who  cannot  accept  the  Lamarckian  point  of  view.  But  as  the 
basis  of  any  theor>'  of  descent  is  heredity,  and  it  must  be  recog- 
nized that  ontogenies  are  inherited,  the  resemblance  between  the 
individual  history  and  the  phylogenetic  history  necessarily  fol- 
lows. If  one  holds,  as  does  the  present  writer,  that  phylogenetic 
variations  are  germinal  in  their  character,  then  one  must  admit 
that  every  phase  of  development  of  every  part  has  two  aspects, 
viz.:  the  modern,  specific,  or  coenogenetic,  and  the  ancestral  or 
palingenetic  aspect.  The  latter  aspect  may  be  more  or  less  com- 
pletely obscured  in  the  course  of  evolution,  but  it  can  never 
entirely  vanish  because  it  is  the  original  germ  of  the  specific 
form  acquired.  It  is  not  correct  from  this  point  of  view  to  classify 
some  features  of  development  as  coenogenetic  and  others  as  palin- 
genetic, though  it  is  obvious  that  some  characters  may  exhibit 
the  ancestral  conditions  in  more  apparent  and  others  in  less 
apparent  form. 

III.     The  Physiology  of  Development 

To  explain  how  a  germ  possessed  the  potency  of  forming  an 
adult,   the  preformationists  of  the  eighteenth  centur>^  assumed 
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that  it  contained  a  miniature  adult,  and  that  the  process  of 
development  consisted  essentially  in  enlargement  and  completion 
in  detail  of  that  which  was  already  preformed.  They  solved  the 
problem  of  development,  therefore,  by  denying  its  existence: 
In  the  begininng  the  Creator  had  not  only  made  all  species  of 
animals  and  plants  in  essentially  their  present  forms,  but  had 
at  the  same  time  created  the  germs  of  all  the  generations  that 
were  ever  to  come  into  existence.  The  ovum  of  any  species, 
therefore,  contained  encapsuled  the  germ  of  the  next  generation; 
this,  likewise  encapsuled,  the  germ  of  the  generation  next  follow- 
ing, and  so  on  to  the  predetermined  end  of  the  species.  This 
was  known  as  the  doctrine  of  evolution  or  preformation.  In 
opposition  to  this  conception,  those  of  the  same  period  who  be- 
lieved in  epigenesis  maintained  the  apparent  simplicity  of  the 
germ  to  be  real,  and  development  to  be  actual.  But,  as  there 
was  no  conception  of  the  continuity  of  generations,  the  adherents 
of  this  point  of  view  had  to  assume  the  spontaneous  generation 
of  the  embrvo. 

A  great  advance  over  the  preformation  theor>'  of  develop- 
ment was  made  in  the  modern  theory  of  determinants.  This 
conception,  which  forms  the  basis  of  Darwin's  theory  of  pan- 
genesis as  well  as  of  Weismann's  germ-plasm  theory  of  develop- 
ment, is,  essentially,  that  all  the  diverse  components  of  the 
organism  are  represented  in  the  germ  by  distinct  entities  (pangens 
of  Dar\\in,  determinants  of  Weismann)  which  are  germs  of  the 
parts  that  they  represent,  and  which  are  so  distributed  in  the  pro- 
cess of  development  that  they  produce  all  the  parts  of  the  embryo 
in  their  proper  sequence  and  relations.  This  is  not  the  place 
to  enter  into  the  numerous  and  diverse  variations  of  the  deter- 
minant hypothesLs.  It  was  an  advance  over  the  preformation 
theor>'  of  development  in  so  far  as  it  was  reconcilable  with  the 
cell  and  protoplasm  theories  of  organization,  but  it  has  a  real 
relationship  to  the  preformation  theory  inasmuch  as  it  denies 
the  simplicity  of  the  germ  and  avoids  any  real  explanation  of 
the  modus  operandi  of  development. 

Development  is  as  tnily  a  physiological  process  as  secretion, 
and  as  such  is  to  l)e  studied  by  similar  methods,  mainly  exj)eri- 
mental.  The  limits  of  pure  observation  without  experiment  are 
soon  reached  in  the  analysis  of  such  a  complex  subject  as  the 
physiology  of  development;  experiment  then  becomes  necessary 
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to  push  the  analysis  of  the  subject  farther,  and  to  furnish  the 
true  interpretation  of  the  observations.  In  some  cases  experi- 
ments have  confirmed  the  physiological  deductions  of  pure  ob- 
servation, and  in  many  cases  have  decided  between  conflicting 
views.  Not  all  embryological  experiments,  however,  are  essays 
in  the  direction  of  a  physiology  of  development;  some  are  directed 
to  the  solution  of  morphological  problems,  as,  for  instance,  the 
origin  of  the  sheath  cells  of  nerves,  or  the  order  of  origin  of  so- 
mites, or  the  relation  of  the  primitive  streak  to  the  embr>'o. 
Experimental  embryology  is,  therefore,  not  synonymous  with 
physiology  of  development. 

Physiology  of  development  must  proceed  from  an  investiga- 
tion of  the  composition  and  properties  of  the  germ-cells.  It 
must  investigate  the  role  of  cell-division  in  development,  the 
factors  that  determine  the  location,  origin,  and  properties  of  the 
primordia  of  organs,  the  laws  that  determine  unequal  growth, 
the  conditions  that  determine  the  direction  of  differentiation, 
the  influence  of  extraorganic  conditions  on  the  formation  of  the 
embryo,  and  the  effects  of  the  intraorganic  environment,  i.e., 
of  component  parts  of  the  embryo  on  other  parts  (correlative 
differentiation).  Each  of  these  divisions  of  the  subject  includes 
numerous  problems,  which  have  attracted  many  investigators, 
so  that  the  materials  for  a  consistent  exposition  of  the  physiology 
of  embryonic  development  are  being  rapidly  accumulated.  This 
direction  of  investigation  is,  however,  one  of  the  youngest  of 
the  biological  disciplines.  It  will  be  seen  how  far  it  is  removed 
from  attempts  to  explain  embryonic  development  by  a  single 
principle. 

IV.     Embryonic    Primordia  and  the    Law  of  Genetic  Re- 
striction 

In  the  course  of  development  the  most  general  features  of 
(Wryanization  arise  first,  and  those  that  are  successively  less  general 
i^  the  order  of  their  specialization.  For  every  structure,  there- 
ftw»,  there  is  a  period  of  emergence  from  something  more  general, 
^fce  earliest  discernible  germ  of  any  part  or  organ  may  be  called 
itst  primordiuni.  In  this  sen.se  the  ovum  is  the  primordium  of 
the  individual,  the  ectoderm  the  primordium  of  all  ectodermal 
structures,  the  medullary  plate  the  primordium  of  the  central 
irt  of  the  peripheral  nervous  system,  the  first  thickening 
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of  the  ectoderm  over  the  optic  cup  the  primordium  of  the  lens, 
etc.  Primordia  are,  therefore,  of  all  grades,  and  each  arises 
from  a  primordium  of  a  higher  grade  of  generality. 

The  emergence  of  a  primordium  involves  a  limitation  in  two 
directions:  (1)  it  is  itself  limited  in  a  positive  fashion  by  being 
restricted  to  a  definite  line  of  differentiation  more  special  than 
the  primordium  from  which  it  sprang,  and  (2)  the  latter  is  limited 
in  a  negative  way  by  losing  the  capacity  for  producing  another 
primordium  of  exactly  the  same  sort.  The  advance  of  differen- 
tiation sets  a  limit  in  all  cases,  in  the  manners  indicated,  to  sub- 
sequent differentiation,  a  principle  that  has  been  designated  by 
Minot  the  law  of  genetic  restriction. 

This  law  has  not  been  sufficiently  investigated  in  an  experi- 
mental fashion  to  demonstrate  its  universal  validity,  but  enough 
is  known  to  establish  its  general  applicability.  A  very  impor- 
tant property  of  primordia  in  many  animals  is  their  capacity 
for  subdivision,  each  part  retaining  the  potencies  of  the  whole. 
Thus,  for  instance,  in  some  animals  two  or  several  embryos  may 
be  produced  from  parts  of  one  ovum.  Similarly  two  or  more 
limbs  may  be  produced  in  some  forms  by  subdividing  a  limb- 
bud,  etc. 

V.     General  Character  of  Germ-cells 

As  already  remarked  the  ovum  and  spermatozoon  have  the 
character  of  single  cells  in  all  animals.  They  are,  however, 
specialized  for  the  performance  of  their  respective  functions. 
The  ovum  Ls  relatively  large,  inert,  and  usually  rounded  in  form. 
Its  size  is  due  to  the  presence  of  a  sufficient  quantity  of  proto- 
plasm to  serve  as  the  primordium  of  an  embryo,  and  of  a  greater 
or  less  amount  of  yolk  for  its  nutrition.  The  spermatozoon, 
on  the  other  hand,  is  relatively  minute  and  capable  of  locomotion. 
It  contains  no  food  substances,  and  only  sufficient  protoplasm 
to  serve  as  transmitter  of  paternal  qualities  and  for  orgaas 
of  locomotion. 

The  Spermatozoon.  The  spermatozoon  (Fig.  1)  is  an  elon- 
gated flagellated  cell  in  which  three  main  divisions  are  distin- 
guished, viz.,  head  (caput),  neck  (collum)  and  tail  (cauda).  The 
head  contains  the  nucleus,  and  the  neck  the  centrosomes  of  the 
s|)erm  mother-c*ell  or  spermatid.  The  tip  of  the  head  is  often 
transformed  into  a  perforatorium.     Three  parts  may  be  recog- 
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nized  in  the  tail,  viz.,  the  connecting  piece  (pars  conjunctionis) 
next  to  the  neck,  the  main  piece  (pars  principalis)  and  the  end- 
piece  or  terminal  filament  (pars  terminalis).  The  entire  tail  is 
traversed  by  an  axial  filament;  in  the  region  of  the  connecting  and 

main  pieces  the  axial  filament  is  surrounded  by 
a  protoplasmic  sheath  (involucrum)  which  may 
be  variouslv  modified  in  different  animals.  The 
end-piece  is  made  up  of  the  axial  filament 
alone. 

The  Ovum.  The  ova  of  different  phyla  and 
classes  of  animals  vary  greatly  in  size,  in  or- 
ganization, and  in  the  nature  of  their  enve- 
lopes. In  considering  these  variations  we  shall 
limit  ourselves  to  the  vertebrates.  Within  the 
ovary  the  ovum  receives  two  envelopes,  viz.,  a 
primary  envelope,  the  so-called  vitelline  mem- 
brane, which  is  supposed  to  be  secreted  by  the 
ovum  itself,  and  a  secondary  or  follicular  mem- 
brane, which  is  secreted  by  the  follicular  cells. 
(See  Chap.  I).  Theoretically  the  distinction  be- 
tween vitelline  membrane  and  follicular  mem- 
brane (primary  and  secondary  egg-membranes) 
is  perfectly  clear;  but  practically  it  is  impossi- 
ble in  most  cases  to  make  such  a  distinction. 
Therefore  the  membrane  that  surrounds  the 
ovarian  ovum  will  be  termed  the  vitelline  mem- 
/  brane  or  zona  radiata  without  reference  to  its 

Fig.  1.  — Sperma-  theoretical  mode  of  origin, 
tozoftn  of  the  pig-         The  ovum  escapes  from  the  ovary  (ovula- 
eon  from  the  vas  tion)  by  rupture  of  the  wall  of  the  follicle,  and, 
B^u'^^'^t  /     ^^  ^^  most  vertebrates,  is  taken  up  by  the  oviduct 

through  which  it  passes  on  its  way  to  the  ex- 
terior. Within  the  oviduct  it  may  become  surrounded  by  tertiary 
membranes  secreted  bv  the  wall  of  the  oviduct  itself.  Tertiarv 
membranes  are  lacking  in  some  vertebrates,  in  others  they  are 
of  great  importance.  Thus  in  birds  the  albumen,  the  shell- 
membrane  and  the  shell  itself  are  tertiarv  membranes. 

The  principal  differences  to  be  emphasized  in  the  ova  of  ver- 
tebrates are,  however,  in  the  amount  and  arrangement  of  the 
yolk  contained  within  the  o\nim  proper.     All  ova  contain  more 


INTRODUCTION  11 

or  less  yolk.  In  the  ease  of  mammals  (excepting  the  monotre- 
mata:  Ornithorhynchus,  Echidna,  etc.,  which  have  large  ova) 
the  yolk  is  scanty  in  amount,  and  quite  uniformly  distributed 
in  the  form  of  fine  granules;  the  ovum  is,  therefore,  relatively 
very  small  (mouse,  0.059  mm.;  man,  0.17  mm.).  Such  ova  are 
often  termed  cdecithaly  which  means  literally  without  yolk.  In 
the  literal  sense,  however,  no  ova  are  entirely  alecithal,  so  that 
it  will  be  better  to  use  the  term  of  Waldeyer,  isolecithal.  In  the 
amphibia  the  yolk  is  much  greater  in  amount  and  it  is  centered 
towards  one  pole  of  the  ovum;  the  germinal  vesicle  (nucleus  of 
the  egg-cell),  which  occupies  the  center  of  the  protoplasm  of  the 
ON-um,  is  therefore  displaced  towards  the  opposite  pole  of  the 
o\iim.  Such  ova  are  termed  telolecithal.  In  the  ova  of  Selachia, 
reptiles  and  birds,  the  yolk  is  very  much  greater  in  amount  and 
in  consequence  the  protoplasm  containing  the  germinal  vesicle 
appears  as  a  small  disc,  the  germinal  disc,  on  the  surface  of  the 
huge  yolk-mass. 

But  no  matter  how  large  the  ovum  may  become  by  deposi- 
tion of  yolk,  its  unicellular  character  is  not  altered.  The  deposi- 
tion of  yolk  is  simply  a  provision  for  the  nutrition  of  the  embryo. 
In  the  mammals  the  nutrition  of  the  embryo  is  provided  for  by 
the  placenta;  therefore  yolk  may  be  dispensed  with.  In  the 
al>sence  of  such  provision  the  amount  of  yolk  is  a  measure  of  the 
length  of  the  embr\'onic  period  of  development.  In  the  amphibia, 
for  instance,  this  is  relatively  brief,  for  the  yolk  is  soon  used  up, 
and  the  larva  must  then  depend  on  its  own  activities  for  its  nutri- 
tion. Therefore  the  development  involves  a  metamorphosis:  the 
embryo  is  bom  in  a  very  unfinished  condition,  as  a  larva  (the 
tadpole  in  the  case  of  amphibia),  which  must  undergo  an  exten- 
.sive  metamorphosis  to  reach  the  adult  condition.  In  the  reptiles 
and  birds,  however,  the  amount  of  volk  is  sufficient  to  carrv  the 
development  through  to  a  juvenile  condition,  before  an  extrane- 
ous food-supply  is  necessary.  The  metamorphosis,  therefore, 
which  takes  place  in  free  life  in  amphibia,  goes  on  within  the  egg 
in  reptiles  and  birds.  The  first  form  of  development  is  known 
a.s  larval,  the  second  as  foetal. 

The  amount  and  arrangement  of  yolk  also  influences  very 
profoundly  the  form  of  the  early  stages  of  development.  Ova 
are  classified  in  this  respect  as  holoblastic  and  meroblastic.  Holo- 
blastic  ova  are  those  in  which  the  process  of  cell  division  (cleav- 
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age  or  segmentation  of  the  ovum),  with  which  development 
begins,  involves  the  entire  ovum.  This  occurs  where  the  amount 
of  the  yolk  is  relatively  small  and  where  it  is  completely  inter- 
penetrated by  sufficient  protoplasm  to  carry  the  planes  of  divi- 
sion through  the  inert  yolk.  But  where  the  amount  of  yolk 
becomes  very  large,  or  where  it  is  not  interpenetrated  sufficiently 
by  the  protoplasm,  the  division  planes  are  confined  to  the  proto- 
plasmic portion  of  the  ovum,  and  the  yolk  remains  undivided. 
Such  ova  are  known  as  meroblastic.  In  these  ova  the  cellular 
part  of  the  ovum  forms  a  blastodisc  (germinal  disc)  on  the  surface 
of  the  yolk.  The  ova  of  Amphioxus,  Petromyzontidae,  Ganoi- 
dea,  Dipnoi,  Amphibia,  Marsupialia,  and  Placentalia  are  holo- 
blastic;  those  of  Myxinoidea,  Teleostei,  Selachia,  Reptilia,  Aves, 
and  Monotremata  are  meroblastic. 

It  is  obvious  that  transitional  conditions  between  holoblastic 
and  meroblastic  ova  may  occur;  such  are  in  fact  found  among 
the  ganoids.  In  Lepidosteus,  for  instance,  the  quantity  of  proto- 
plasm in  the  lower  hemisphere  is  so  slight  that  the  division  planes 
form  with  extreme  slowness.  On  the  other  hand,  it  should  be 
emphasized  that  the  distinction  between  holoblastic  and  mero- 
blastic ova  is  not  so  much  due  to  amount  of  yolk  as  to  the  defi- 
niteness  of  its  separation  from  the  protoplasm.  Thus  the  ova 
of  some  teleosts,  particularly  of  the  viviparous  forms  described 
by  Eigenmann,  are  many  times  smaller  than  the  ova  of  Necturus 
or  Cryptobranchus  among  amphibia.  Yet  the  teleost  ovum  is 
meroblastic,  because  the  protoplasm  does  not  penetrate  suffi- 
ciently into  the  yolk,  and  the  amphibian  ovum  is  holoblastic. 

Comparison  of  the  Germ-cells.  jMthough  it  is  not  within  the 
province  of  this  book  to  enter  fully  into  a  discussion  of  this  ques- 
tion, yet  it  should  be  pointed  out  that,  in  spite  of  the  extreme 
differences  in  the  structure  of  the  germ-cells,  they  are  exactly 
equivalent  in  hereditary  potency,  as  is  proved  by  the  similar 
nature  of  reciprocal  crosses.  Their  resemblances  are  in  fact 
fundamental  and  their  differences  must  be  regarded  as  adapta- 
tions to  secure  their  union.  The  comparative  history  of  the 
germ-cells,  that  is  a  comparison  of  ovogenesis  and  spermato- 
genesis, brings  out  their  fundamental  similarity  as  germ-cells.  In 
both  the  ovogenesis  and  spermatogenesis  three  periods  are  clearly 
distinguishable,  viz. :  a  period  of  multiplication,  a  period  of  growth, 
id  a  period  of  maturation.     In  the   period  of  multiplication 
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the  primordial  germ-cells,  known  as  ovogonia  and  spermatogonia 
are  very  similar  in  their  morphological  characters;  both  kinds 
are  small,  yolkless  cells  containing  the  typical  or  somatic  number 
of  chromosomes;  they  multiply  rapidly  by  karyokinetic  division. 

At  the  end  of  this  period  multiplication  ceases  and  the  germ- 
cells  increase  in  size  (period  of  growth).  They  are  now  known 
as  ovocytes  and  spermatocytes  of  the  first  generation.  The 
growth  of  the  ovocyte  is  much  greater  than  that  of  the  sperma- 
tocyte; deposition  of  yolk  occurs  in  the  ovocyte  during  this 
period;  and  in  some  animals  a  small  quantity  of  yolk-granules 
may  be  found  even  in  the  spermatocytes.  Another  character- 
teristic  feature  of  the  period  of  growth  is  the  reduction  of  the 
number  of  chromosomes  to  one  half  of  the  typical  number,  which 
takes  place,  according  to  the  current  conception,  by  union  of  the 
chromosomes  in  pairs  (synapsis)  forming  one  half  of  the  somatic 
number  of  chromosomes,  which  are,  however,  bivalent  and  are 
known  as  tetrads. 

At  the  end  of  the  period  of  growth  the  ovocyte  of  the  first 
generation  is  usually  many  times  larger  than  the  spermatocyte, 
owing  mainly  to  the  amount  of  yolk  formed.  But  the  two  kinds 
of  cells  are  precisely  alike  in  nuclear  constitution.  Then  comes 
the  period  of  maturation,  which  is  the  same  in  both  kinds  of  cells 
with  reference  to  the  nuclear  phenomena,  but  very  different  as 
regards  the  behavior  of  the  cell-body.  The  maturation  consists 
of  two  rapidly  succeeding  karyokinetic  divisioas:  in  the  case  of 
the  spermatocyte  the  first  division  results  in  the  formation  of 
two  similar  cells,  the  spermatocytes  of  the  second  order,  and  the 
second  maturation  division  cBvides  each  of  these  equally,  forming 
two  similar  spermatids,  so  that  four  equal  and  similar  spermatids 
arise  from  each  spermatocyte  of  the  first  order.  p]ach  spermatid 
then  differentiates  into  a  single  spermatozoon.  In  the  case  of 
the  ovocyte  of  the  first  order,  the  first  maturation  division  is 
exceedingly  unequal;  the  smaller  cell  is  known  as  the  first  polar 
Ixwlv,  but  both  cells  are  ovocvtes  of  the  second  order.  The  second 
maturation  division  usually  involves  only  the  large  secon(lar\' 
ovocyte;  it  Is  as  unequal  as  the  first  division  and  results  in  the 
formation  of  a  second  polar  body.  The  division  of  the  first  polar 
IkhIv.  where  it  occurs,  is  equal.  Thus  the  net  result  of  the  matu- 
ration division  of  the  ovum  is  the  production  of  three  cells  (four 
if  the  first  polar  body  divides),  viz.,  the  two  (or  three)  polar  bodies 
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and  the  oviim.  The  size  of  the  polar  globules  is  usually  so  small 
that  their  elimination  makes  no  appreciable  difference  in  the 
size  of  the  ovum  proper,  but  they  have,  nevertheless,  the  same 
nuclear  constitution  as  the  ovum. 

The  mature  ovum  (ootid)  and  the  polar  bodies  are  the  precise 
equivalent  of  the  four  spermatids,  but  whereas  each  of  the  latter 
becomes  a  functional  spermatozoon,  only  the  ovum  on  the  female 
side  is  functional ;  the  polar  bodies  lack  the  necessary  protoplasm 
and  yolk  for  development,  and  they  therefore  die.  The  polar 
bodies  must  be  regarded  as  abortive  ova;  and  a  teleological  ex- 
planation of  the  form  of  maturation  of  the  ovum  is  afforded  by 
the  consideration  that  equal  maturation  divisions  would  reduce 
the  amount  of  protoplasm  and  yolk  in  the  products  below  the 
minimum  desirable  for  perfect  development. 

Although  the  maturation  divisions  of  the  ovum  and  sperma- 
tozoon are  so  dissimilar  externally,  yet  the  nuclear  phenomena 
are  exactly  alike.  The  net  result  of  the  maturation  divisions  is 
to  produce  definitive  germ-cells  containing  one  half  of  the  somatic 
number  of  chromosomes  owing  to  the  reduction  by  pairing  (syn- 
apsis) that  occurs  in  both  at  the  beginning  of  the  period  of  growth. 
The  somatic  number  is  again  restored  when  the  sperm-nucleus 
and  the  egg-nucleus  unite  in  fertilization.  Questions  of  funda- 
mental importance  for  the  problems  of  heredity  arise  in  connec- 
tion with  the  phenomena  of  maturation  and  fertilization,  but 
their  consideration  lies  without  the  scope  of  the  present  book. 

VI.     Polarity  and  Organization  of  the  Ovum 

Although  the  ovum  is  morphologically  a  single  cell,  yet,  as 
the  primordium  of  an  individual,  it  has  certain  specific  properties 
that  predelineate  or  foreshadow  the  main  structural  features  of 
the  embryo.  Polarity  is  the  most  general  of  these  features:  all 
the  axes  of  the  ovum  are  not  similar,  though  they  may  be  equal; 
there  is  one  axis  around  which  the  development  centers;  the  ends 
of  this  axis  are  known  as  the  animal  and  the  vegetative  poles  of 
the  ovum,  and  the  hemispheres  in  which  they  lie  are  named 
correspondingly.  In  telolecithal  ova  the  yolk  is  centered  in  the 
vegetative  hemisphere,  the  protoplasm  in  the  animal  hemisphere; 
even  in  ova  which  are  called  isolecithal  there  is  a  tendencv  for 
the  yolk  to  be  more  abundant  in  the  vegetative  hemisphere. 
^he  polar  globules  are  formed  at  the  animal  pole;  hence  their 
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name;  they  often  furnish  the  only  clear  indication  of  polarity 
before  cleavage  begins. 

With  reference  to  the  heteropolar  ovic  axis  a  series  of  meridia 
may  be  defined,  drawn  from  pole  to  pole  over  the  surface;  likewise 
an  equator  and  a  series  of  horizontal  zones  parallel  to  the  equator. 
Thus  directions  on  the  surface  of  the  ovum  may  be  defined  as 
meridional,  equatorial,  or  oblique. 

Cleavage  takes  place  with  reference  to  the  axis  of  the  ovum. 
Thus  in  holoblastic  vertebrate  ova  the  first  and  second  cleavage 
planes  are  meridional,  and  the  third  usually  equatorial.  The 
mammalian  ovum  may  form  an  exception  to  this  nile,  though 
little  is  known,  as  a  matter  of  fact,  about  the  polarity  of  the  mam- 
malian ovum.  The  cleavage  of  meroblastic  ova  takes  place 
Hkewise  with  reference  to  the  polarity  (see  Chap.  II);  and  the 
location  of  the  primary'  germ-layers  is  determined  by  the  polarity. 

Not  only  is  the  ovum  heteropolar,  but  in  many  bilateral 
animals,  and  perhaps  in  all,  it  is  bilaterally  symmetrical  before 
cleavage  begins;  that  is  to  say,  one  of  the  meridional  planes 
defines  the  longitudinal  axis  of  the  future  embryo,  and  the  direc- 
tion of  anterior  and  posterior  ends  is  also  predetermined  in  this 
meridian,  so  that  halves  of  the  egg  corresponding  to  future  right 
and  left  sides  of  the  embryo  may  be  distinguished.  In  the  frog^s 
e^  the  plane  of  symmetry  is  marked  by  a  gray  crescent  that 
appears  above  the  equator  on  the  side  of  the  egg  that  corresponds 
to  the  hinder  end  of  the  embryo.  This  crescent  is  bisected  by 
the  meridional  plane  of  symmetry.  In  the  hen's  egg  the  plane 
of  symmetry  of  the  embryo  appears  on  the  surface  of  the  yolk 
in  a  line  at  right  angles  to  the  axis  of  the  shell,  and  the  left  side 
of  the  embryo  is  turned  towards  the  broad  end,  the  right  side 
towards  the  narrow  end  of  the  shell.  The  same  plane  of  sym- 
metr\'  must  exist  in  the  ovum  prior  to  cleaviige  for  reasons  ex- 
plained beyond,  although  there  is  no  morphological  differentiation 
in  the  ovum  proper,  i.e.,  the  germinal  disc  or  yolk,  that  indicates  it. 

This  predelineation  of  embryonic  areas  within  the  unseg- 
mented  ovum  has  led  to  the  idea  that  the  ovum  contains  various 
materials,  so-called  formative  stuffs,  in  typical  arrangement,  that 
determine  in  some  physiological  way  the  formation  of  s|)ecific 
structures. 


PART  I 

THE    EARLY    DEVELOPMENT    TO    THE     END    OF 

THE    THIRD    DAY 

CHAPTER  I 

THE  EGG 

The  parts  of  a  newly  laid  hen's  egg  are  the  shell,  shell-mem- 
brane, albumen,  and  yolk.  In  an  egg  that  has  been  undisturbed 
for  a  short  time  the  yolk  floats  in  the  albumen  with  a  whitish 
disc,  the  blastoderm  about  4  mm.  in  diameter,  on  its  upper  sur- 
face. If  the  yolk  be  rotated,  it  will  return  to  its  former  position 
in  a  few  minutes,  owing  to  the  slightly  lower  specific  gravity  of 
the  hemisphere  containing  the  blastoderm.  The  blastoderm  is 
the  living  part  of  the  egg,  from  which  the  embryo  and  all  its 
membranes  are  derived.  It  is  already  in  a  fairly  advanced  stage 
of  development  when  the  egg  is  laid.  The  yolk  and  blastoderm 
are  enclosed  within  a  delicate  transparent  membrane  (vitelline 
membrane)  which  holds  the  fluid  yolk-mass  together.  We  may 
now  consider  some  details  of  the  structure  and  composition  of 
the  parts  of  the  egg. 

The  shell  Ls  composed  of  three  layers:  (1)  the  inner  or  mam- 
millary  layer,  (2)  the  intermediate  spongy  layer,  and  (3)  the 
surface  cuticle.  The  mammillary  layer  consists  of  minute  cal- 
careous particles  about  0.01-0.015  mm.  in  diameter  welded  to- 
gether, with  conical  faces  impinging  on  the  shell-membrane;  the 
minute  air-spaces  between  the  conical  inner  ends  of  the  mammillae 
communicate  with  the  meshes  of  the  spongy  layer,  which  is  sev- 
eral times  JUS  thick,  and  which  is  bounded  externallv  by  the  ex- 
tremely  delicate  shell  cuticle.  The  spongy  layer  consists  of 
matted  calcareous  strands.  The  shell  cuticle  is  porous,  but 
apparently  quite  stnictureless  otherwise.  The  cuticular  pores 
communicate  with  the  mesh-work  of  the  spongy  layer;  thus  the 
entire  shell  is  permeable  to  gases,  and  permits  of  embryonic 
respiration,  and  evaporation  of  water. 
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The  shell-membrane  consists  of  two  layers,  a  thick  outer 
layer  next  to  the  shell  and  a  thinner  one  next  the  albumen.  Both 
are  composed  of  matted  organic  fibers  (more  delicate  in  the  inner 
than  in  the  outer  layer),  crossing  one  another  in  all  directions. 
At  the  blunt  end  ol  the  egg  the  two  layers  are  separated  and 
form  a  chamter  containing  air  that  enters  after  the  egg  is  laid 
{Fig.  2). 

The  physical  characteristics  of  the  albumen  are  too  well 
known  to  require  description.     A  dense  layer  immediately  next 


Fio.  2.  —  Diagram  of  the  hen's  pjtk  in  soction  to  show  rrlations  of  the  parts. 
A.  C  Air  ehaiiiber.  Alb.,  .\ll)iimcn.  Bl..  B1a!<to<|pn».  Chal..  Chalaia. 
I.  S.  M.,  Inner  layer  of  the  shHl  niemtiranp.  L.,  Latcbra.  N.  L.,  Npck  of 
LAtcbra-  N.  I'.,  Stucleuaof  Paniier.  O.  S.  M.,  Outer  shell  memhrane.  p'v.  8., 
Perivil«IUne  space.  S.,  Shell.  V.  M.,  Vitelline  membrane.  W.  Y.,  White 
yolk.     Y.  Y.,  Yellow  yolk. 

to  the  vitelline  membrane  is  prolonged  in  the  form  of  two  spirally 
coiled  opalescent  conis  towards  the  blunt  and  narrow  ends  of 
the  egg  respectively;  those  are  the  chalazse,  so  called  from  a 
fancifid  resemblance  to  hail  stones.  The  two  chalazae  are  twisted 
in  opposite  <lirections.  In  a  hard-boiled  egg  it  in  possible  to  stiip 
off  the  albumen  in  concentric  spiral  layers  from  left  to  right  from 
the  broad  to  the  small  end  of  the  e^. 
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The  yolk  and  blastoderm  are  enclosed  within  the  delicate 
vitelline  membrane;  the  yolk  is  a  highly  nutritious  food  destined 
to  be  gradually  digested  and  absorbed  by  the  living  cells  of  the 
blastoderm  and  used  for  the  growth  of  the  embryo.  It  is  not 
of  uniform  composition  throughout,  but  consists  of  two  main 
ingredients  known  as  the  yellow  and  the  white 
yolk.  The  yellow  yolk  makes  up  the  greater 
part  of  the  yolk-sphere;  the  main  part  of  the 
white  yolk  is  a  flask-shaped  mass,  the  bulb  of 
which,  known  as  the  latebra,  is  situated  near 
the  center  of  the  whole  yolk,  the  neck  rising 
towards  the  surface  and  expanding  in  the  form 
of  a  disc  (nucleus  of  Pander)  situated  imme- 
diately beneath  the  blastoderm  (Fig.  2);  at  its 
mai^in  this  disc  is  continuous  with  a  thin  peri- 
pheral layer  of  white  yolk  that  surrounds  the 
entire  mass.  In  addition  there  are  several  thin 
concentric  layers  of  white  yolk  concentric  to  the 
inner  bulb-shaped  mass.^  If  an  egg  be  opened, 
a  delicate  hair  inserted  in  the  blastoderm  to 
mark  its  position,  and  then  boiled  hard,  a  sec- 
tion through  the  hair  and  center  of  the  yolk 
will  show  the  above  relations  quite  clearly.  The 
white  yolk  does  not  coagulate  so  readily  as  the 
yellow  yolk,  and  it  may  \ye  distinguished  by  this 
pmperty  as  well  as  by  its  lighter  color. 

Both  kinds  of  yolk  are  made  up  of  innumer- 
able spheres  which  are,  however,  quite  diflferent 
in  each  (Fig.  3).     Those  of  the  vellow  volk  are 
on  the  whole  larger  than  those  of  the   white    ^^,,';;^;^,^ 
yolk  (about  0.025-0.100  mm.  in  diameter)  with        B.  Yellow   yolk- 
extremely  fine  granular  contents.     There  is  no    ^P'"'"*- 
fluid  l)etween  the  spheres.     Those  of  the  white  yolk  arc  smaller 
and  more  variable  in  size,  ranging  from  the  finest  granules  up  to 


B 

Fig.  3.  —  Y  o  1  k  - 
spheres  of  the 
hen's  egg;  highly 
magnified.  (After 
P'oster  ami  Bal- 
four.) 
A.  Varieties      of 


'  Tlie  assertion  that  the  thin  layers  that  define  the  concentric  stratifica- 
tion of  the  yellow  yolk  are  of  the  nature  of  white  yolk  is  traceable  to  Meckel 
V.  Hemshach,  I^uckart,  and  .\llen  Thomson.  His  was  not  able  to  siitisfy 
himsi'lf  that  the  characteristic  elements  of  the  white  yolk  occur  within  these 
tliin  concentric  lamellap  (Untersuchungen  uel)er  die  erste  Anlage  des  W'ir- 
beltierleil)es,  p.  2). 
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About  0.07  mm.  The  lai^ger  spheres  of  the  white  yolk  contain 
^veral  highly  refractive  granules  of  relatively  considerable  size 
AS  compared  with  those  of  the  yellow  spheres  (Fig.  3),  and  such 
gmmiles  may  have  secondary  inclusions.  As  we  shall  see  later, 
\he  smaller  granules  of  the  white  yolk  extend  into  the  germinal 
disc  (forenmner  of  the  bla.stoderm)  and  grade  into  minute  yolk- 
granules  contained  within  the  living  protoplasm. 

The  earlier  investigators  from  the  time  of  Schwann  regarded  the 
white  yolk-spheres  as  actual  cells  (S(!hwaiin,  Reichcrt,  Coste,  His). 
His  esi)ecially  laid  great  stress  on  this  interpretation;  he  Ix^lieved  that 
ihey  wore  derived  from  th(j  cells  of  the  ovarian  follicle  which  migrated 
into  the  ovum  in  the  course*  of  ovogenesis,  that  they  multiplied  like  other 
cells,  and  took  part  in  the  formation  of  certain  embrj'onic  tissues.  Sub- 
^^lucntiy  he  abandoned  this  position  as  untenable.  The  white  yolk 
spheres  are  now  universally  regarded  as  food  matters  of  a  parti(;ular  sort. 

The  yolk  and  albumen  are  complex  mixtures  of  many  different 
substances^  organic  and  inorganic,  containing  all  the  elements 
necessarv  for  the  growth  of  the  embrvo.  Verv  little  is  known 
concerning  the  series  of  chemical  changes  that  go  on  in  them 
during  incubation. 

Chemical  Composition  of  the  Hen*s  Egg.  —  The  following  data 
on  the  chemical  comi>osition  of  the  hen's  egg  are  taken  fi*om 
Simon's  Physiological  (liemistry.  For  details  and  literature  the 
student  is  referred  t^)  the  standard  text-books  of  physiological 
chemistry. 

GKNEKAL  (T)MK)SITI()N  OF  THP]  YOLK 

PKR  t'ENT. 

Water 47.19  -51.49 

Solids 4S.51-42.S1 

Fats  (oleiii,  palinitin,  ami  stearin)    21.30-22.S4 

Vitelline  and  other  alhunicns 15.0:^-15.70 

LiH'itliin S.43-10.72 

Choh'-strrin    0.44-  1.75 

CVn*l)rin 0.30 

MiiM-nil  salt.s ;i.33-  0.30 

Coloriiis  niattors  ■ 
Cliucose  ' 


0.553 


Analysis  of  thk  Minkhvl  S\lts 

Sodium  {SiiA )) 5.12     0.57 

Potas.Kiuiii  (K;0) S.O.*)-  S.93 

Calcium  (CaO) 12.21   13.2S 
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PER  CENT. 

Magnesium  (MgO) 2.07-  2.11 

Iron  (Fe/),)    1.19-  1.45 

Phosphoric  acid,  free  (PaO^)    5.72 

Phosphoric  acid,  combined 63.81-66.70 

Sihcic  acid 0.55-  1.40 

CTilorine Traces. 

GENERAL  COMPOSITION  OF  THE  ALBUMEN 

Water 80.00-86.68 

^M>lid8 13.22-20.00 

Albumens    11.50-12.27 

Extractives 0.38-  0.77 

(Uucose    0.10-  0.50 

Fats  and  Soaps Traces 

Mineral  salts 0.30-  0.66 

Lecithins  and  Cholesterin Traces. 

Analysis  of  the  Mineral  Ash 

Sodium  (NasO) 23.56-32.93 

Potassium  (K,0) 27.66-28.45 

Calcium  (CaO) 1.74-  2.90 

Ma^jnesium  (MgO) 1.60-  3.17 

Iron  (VeAh)    0.44-  0.55 

Chlorine  (H) 23.84-28.56 

Phosphoric  acid  {VA\)  3.16-  4.83 

CarUmic  acid  (CO,) 9.67-11.60 

.^iulphuric  acid  (SO3) 1.32-  2.63 

Silicic  acid  (SiO,) 0.28-  0.49 

Fluorine  (Fl; Traces. 

The  shell  consists  of  an  organic  matrix  of  the  nature  of  keratin 
impregnated  with  lime  salts:  calcium  and  magnesium  carbonates 
alx)ut  97  V( ,  calciimi  and  magnesium  phosphates  about  1  ^ , 
keratin  and  water  about  2  %,  trace  of  iron. 

The  shell-membrane  and  the  vitelline  membrane  are  stated 
to  consist  of  keratin  or  a  closely  allied  substance. 

Formatioii  of  the  Egg.  The  organs  of  reproduction  of  the 
hen  are  the  ovarv  and  oviduct  of  the  left  side  of  the  bodv.  Al- 
though  the  right  ovary  and  oviduct  are  formed  in  the  embryo 
at  the  same  time  as  those  of  the  left  side,  they  degenerate  more 
or  less  completely  in  the  course  of  development  (see  Chap.  XIII), 
.so  that  only  functionless  rudiments  remain.  This  would  ap|x?ar 
to  he  correlated  with  the  large  size  of  the  egg  and  the  delicate 
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ICJ.  4.  —  RcprcKluctive  orpans  of  Ihi'  Iicd.     {After  Duval.  Inaod  on  a  figure 
liy  Coute.)     The  figure  is  diagramniatie  in  one  respect,  namely,  that  two 
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nature  of  the  shell,  as  there  is  not  room  for  two  eggs  side  by  side 
in  the  lower  part  of  the  body-cavity. 

The  ovary  lies  at  the  anterior  end  of  the  kidney  attached 
by  a  fold  of  the  peritoneum  (mesovarium)  to  the  dorsal  wall  of 
the  body-cavity.  In  a  laying  hen  ova  of  all  sizes  are  found  from 
microscopic  up  to  the  fully  formed  ovum  ready  to  escape  from 
the  follicle.  Such  an  ovary  is  shown  in  Figure  4;  the  gradation 
in  size  of  the  ova  will  be  noticed  up  to  the  one  fully  formed  and 
ready  to  burst  from  its  capsule.  At  5  in  this  figure  is  shown  a 
ruptured  follicle,  and  the  ovum  which  has  escaped  from  this 
follicle  is  shown  in  the  oviduct  at  8.  It  will  be  seen  that  the  part 
of  the  definitive  hen's  egg  produced  in  the  ovary  is  the  so-called 
yolk.  The  blood-supply  of  the  very  vascular  ovary  is  derived 
from  the  dorsal  aorta,  and  the  veins  open  into  the  vena  cava 
inferior. 

The  oviduct  is  a  large  coiled  tube  (Fig.  4)  which  begins  in  a 
wide  mouth  with  fringed  borders,  the  ostium  tubce  abdominale 
(funnel  or  infundibulum)  opening  into  the  body-cavity  near  the 
ovar^'.  It  is  attached  by  a  special  mesentery  to  the  dorsal  wall 
<»f  the  body-cavity,  and  opens  into  the  cloaca.  The  following 
divisions  are  usually  distinguished:  (1)  the  oviduct  s.  s.,  (2)  the 
uterus.  (3)  the  vagina  (Fig.  4).  The  oviduct  includes  the  entire 
tul)e  fn>m  the  funnel  to  the  dilated  utenis.  The  vagina  Is  the 
short  terminal  portion  opening  into  the  cloaca  (Figs.  4  and  5). 
In  the  oviduct  proper  we  distinguish  the  funnel,  the  main  glandu- 
lar part,  and  the  isthmus. 

The  formation  of  an  egg  takes  place  Jis  follows:  the  yolk,  or 
ovum  pniper,  escapes  by  rupture  of  the  follicle  along  a  preformed 
band,  the  stigma  (Fig.  4-4),  into  the  infundibulum  which  swallows 
it,  so  to  speak,  and  it  is  passed  down  by  peristaltic  contractions 


OVA  are  shown  in  the  oviduct  at  different  levels;  normally  hut  one  ovum 

is  found  in  the  oviduct  at  a  time. 

1,  Ovary;  re^on  of  young  follicles.  2  and  3,  Successively  larger  ft)llicles. 
4.  Stiinnata,  or  non- vascular  areas,  along  which  the  rupture  of  the  follicle 
takes  place.  5,  Empty  follicle.  6,  Cephalic  lip  of  ostium.  7,  Funnel  of 
oviduct  (ostium  tuba*  alnlominale).  S,  Ovum  in  the  upper  part  of  the  ovi- 
duct. 9,  Region  of  the  oviduct  in  which  the  albumen  is  secrettMi.  10,  Alhu- 
inen  surrounding  an  ovum.  11,  Ovum.  12,  Oerminal  disc.  13.  Region 
of  the  oviduct  in  which  the  8Ui)erficial  layers  of  albumen  and  the  shell-iuein- 
bnineare  forme<l.  14,  Ix)wer  part  of  the  oviduct  C*  uterus."  shell-gland).  IT), 
Reotiim.  16,  Reflected  wall  of  the  alniomen.  17,  Anus,  or  external  opening 
of  cloaca. 
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of  the  oviduct.  The  escape  of  the  ovum  from  the  follicle  is  known 
as  the  process  of  ovulation.  During  its  passage  down  the  ovi- 
duct it  becomes  surrounded  by  layere  of  albumen  secreted  by 
the  oviducal  glands.  The  shell- 
membrane  is  secreted  in  the 
isthmus  and  the  shell  in  the 
uterus  (Fig.  5).  The  ovum  is 
fertilized  in  the  uppermost  part 
of  the  oviduct  and  the  cleavage 
and  early  stages  of  formation  of 
the  germ-layers  take  place  be- 
fore the  egg  is  laid.  The  time 
occupied  by  the  ovum  in  tra- 
versing the  various  sections  of 
the  oviduct  is  estimated  by 
KoUiker  as  follows:  Upper  two 
thirds  of  the  oviduct  about 
three  hours  (formation  of  al- 
bumen), isthmus  about  three 
hours  (secretion  of  shell-mem- 
brane) ,  uterus  twelve  to  twenty- 
four  houre  (formation  of  shell 
and  laying).  These  figures 
are  only  approximate  and  it  is 
obvious  that  they  are  likely  to 
vary  considerably  in  different 
breeds  of  hens. 

Some  of  the  details  of  these 
1,  Cut  stirtaee  iif  oviduct,  refiion  of  remarkable  processes  deserve 
isthmus.  2,  ReflccUd  flap  of  iitpriis.  „„„„.:„„.  .Up  nhsprvfttinni  of 
3,  Kkb  ready  to  W  laid.  4,  Lowor  attention,  tne  oDservations  oi 
extrpiiiiiy,  or  vaRinal  portion,  of  the  several  naturalists  demonstrate 
ovidiicl.     5,  Rectum.     6,  OpeninR   of     ,l    .     ,.  ■         rnlli/-lp    U   pm- 

the  oviduet  into  U.P  doiica.  7,  Open-  ^'"^*  *™  "I*  lollicie  IS  em 
ing  of  the  recium  into  the  oloaca,  8,  braced  by  the  funnel  of  the  ovi- 
^'■""^  duct  Ijefore  its  rupture  so  that 

the  ovum  does  not  e.scape  into  the  body-cavity,  but  into  the 
oviduct  itself.  Coste  despril>CH  the  process  in  the  following 
way:  "In  hens  killed  seventeen  to  twenty  hours  after  laying  I 
have  observed  all  the  stages  of  this  remarkable  process.  In 
some  the  follicle,  still  intact  and  enclosing  its  egg,  had  already 
l>een    swallowed,  and    the  mouth   of    the    oviduct,    contracted 


,.  —  Ulerua  (shell-gland)  of  the 
hen  cut  open  to  show  the  fully 
formed  egg. 
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around  the  stalk  of  the  capsule,  seemed  to  exert  some  pressure 
on  it,  in  other  cases  the  ruptured  capsule  still  partly  enclosed 
the  egg  which  projected  from  the  opening;  in  others  finally 
the  empty  capsule  had  just  deposited  the  egg  in  the  entrance  of 
the  oviduct." 

The  existence  of  double-yolked  eggs  renders  it  probable  that 
the  oviduct  can  pick  up  eggs  that  have  escaped  into  the  body- 
cavity.  But  in  some  cases  ova  that  escape  into  the  body-cavity 
undergo  resorption  there. 

Immediately  after  the  ovum  is  received  by  the  oviduct  it 
appears  to  become  softer  and  more  flexible  (Coste).  The  upper- 
most portion  of  the  oviduct  then  secretes  a  special  layer  of  albu- 
men which  adheres  closely  to  the  vitelline  membrane  and  is 
prolonged  in  two  strands,  one  extending  up  and  the  other  down 
the  oviduct;  these  strands  become  the  chalazae;  the  layer  to  which 
they  are  attached  may,  therefore,  be  called  the  chalaziferous 
layer  (Coste)  of  the  albumen.  The  ovum  then  passes  down  the 
oviduct,  rotating  on  the  chalazal  axis,  and  thus  describing  a 
spiral  path ;  the  albumen  which  is  secreted  abundantly  in  advance 
of  the  o\'um  is  therefore  wrapped  around  the  chalaziferous  layer 
and  chalazse  in  successive  spiral  layers  and  the  chalazse  are  re- 
volved in  spiral  turns.  The  main  factor  in  propulsion  of  the 
ox-um  along  the  oviduct  appears  to  be  the  peristaltic  movements 
of  the  latter;  it  is  probable  that  the  cilia  which  line  the  cavity 
have  something  to  do  with  the  rotation  of  the  ovum  on  its  chalazal 
axis. 

The  line  joining  the  attachments  of  the  chalazae  is  at  right 
angles  to  the  main  axis  of  the  ovum  (that  passing  through  the 
germinal  disc);  it  is  obvious,  therefore,  that  there  must  be  some 
antecedent  condition  that  determines  the  position  of  the  ovum 
in  the  oviduct;  probably  the  position  of  the  ovum  in  the  follicle, 
i.e.,  the  relation  of  the  germinal  disc  to  the  stigma,  for  the  fol- 
licular orientation  is  apparently  preserved  in  the  oviduct.  The 
question  is  of  considerable  importance  because,  as  we  shall  see,  the 
axis  of  the  embryo  is  later  bisected  by  a  plane  passing  through 
the  chalaza»,  and  is  therefore  certainlv  determined  at  the  time 
that  the  chalazae  are  formed.  Is  the  embrvonic  axis  determined 
l)efore  or  after  ovulation,  and  how  is  it  determined  in  either  event? 
This  question,  to  which  there  is  at  present  no  answer,  furnishes 
an  interesting  problem  for  investigation. 
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Abnormal  eggs  are  of  two  main  kinds:  those  with  more  than 
one  yolk,  and  enclosed  eggs  (ovum  in  ovo).  Double-yolked  eggs 
are  obviously  due  to  the  simultaneous,  or  almost  simultaneous, 
liberation  of  two  yolks,  and  their  incorporation  in  a  single  set  of 
egg-membranes.  The  two  yolks  are  usually  separate  in  such 
cases  and  are  derived,  presumably,  from  separate  follicles.  But 
two  yolks  within  a  single  vitelline  membrane  have  been  observed; 
such  are  in  all  probability  products  of  a  single  follicle.  Cases  of 
three  yolks  within  a  single  shell  are  extremely  rare.  The  class 
of  enclosed  eggs  includes  those  in  which  there  are  two  shells, 
one  within  the  other.  There  are  different  cases:  (1)  those  in 
which  the  contents  of  the  enclosed  and  the  enclosing  eggs  are 
substantially  normal,  though  of  course  the  enclosing  shell  is 
abnormally  large.  (2)  the  enclosed  egg  may  be  abnormal  as  to 
size  (small  yolk),  or  contents  (no  yolk).  In  all  cases  described, 
the  enclosing  egg  possesses  a  yolk  (Parker).  Abnormal  eggs  of 
these  three  classes  are  of  either  ovarian  or  oviducal  origin;  double- 
yolked  eggs  and  eggs  with  abnormal  yolks  are  due  to  abnormal 
ovarian  conditions;  enclosed  eggs  to  abnormal  oviducal  condi- 
tions, or  to  both  ovarian  and  oviducal  abnormalities.  Assuming 
the  normal  peristalsis  of  the  oviduct  to  be  reversed  when  a  fully 
formed  egg  is  present,  the  egg  would  be  carried  up  the  oviduct 
a  greater  or  less  distance  and  might  there  meet  a  second  yolk. 
If  the  peristalsis  became  normal  again,  both  would  be  carried 
to  the  uterus  and  enclosed  in  a  common  shell.  (For  a  fuller 
discussion  of  double  eggs  see  G.  H.  Parker.) 

Ovogenesis.  Tlie  ovogenesis,  or  development  of  ova,  may 
be  divided  into  three  very  distinct  stages.  The  first  stage,  or 
period  of  multiplication,  is  embryonic  and  ends  about  the  time 
of  hatching  (in  the  chick);  it  is  characterized  by  the  small  size  of 
the  ova  and  their  rapid  multiplication  by  division.  The  multi- 
plying primitive  ova  are  known  as  ovogonia.  At  the  end  of  this 
I)eri()d  multiplication  ceases  and  the  period  of  growth  l^egins. 
The  ova,  known  as  ovocytes  of  the  first  order,  become  enclosed 
in  follicles;  the  size  of  the  ovum  constantlv  increases  and  the 
yolk  is  formed.  The  third  period,  known  as  the  period  of  matura- 
tion, is  characterized  by  two  successive  exceedingly  unequal 
divisions  of  the  egg-cell,  producing  two  minute  cells,  the  polar 
globules,  that  take  no  part  in  the  formation  of  the  embryo,  but 
die  and  degenerate.     The  process  of  maturation  begins  in  the 
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fully  ripe  follicle  and  is  completed  after  ovulation  in  the  oviduct, 
while  the  o^iim  is  being  fertilized. 

The  origin  of  the  primitive  ova,  their  multiplication  and 
the  formation  of  the  primordial  follicles  is  described  in  Chapter 
XIII.  In  the  young  chick  all  the  cell  cords  and  cell  nests  (de- 
scribed in  Chapter  XIII)  become  converted  into  primordial 
follicles.  During  the  egg-laying  period  there  is  a  continuous 
process  of  growth  and  ripening  of  the  primordial  follicles,  which 
takes  place  auccessi\'ely ;  the  immense  majority  at  any  given 
period  remain  latent,  ho  that  at  any  time  all  stages  of  growth 
of  egg  follicles  may  he  found  in  a  laying  hen. 

.\  primordial  follicle  consists  of  the  ovum  surrounded  by  a 
single  layer  of  cubical  epithelial  cells  (granulosa  or  follicle  cells); 
the  fil>ers  of  the  adjacent  stroma  have  a  concentric  arrangement 
arrmnd  the  follicle  forming  the  theca  follicuH  (Fig.  6  Str.).  The 
ovum  itself  is  a  rounded  cell  with 
a  large  nucleus  which  may  be 
central  in  position  or  slightly  ex- 
centric.  In  the  protoplasm  on 
one  side  of  the  nucleus  is  a  con- 
centrated mass  of  protoplasm 
irtun  which  rays  extend  out  into 
the  protoplasm.  This  U  the  so- 
railed  yolk-nucleus;  it  probably 
ciirrcspontls  morphologically  to 
the  attraction  sphere  of  other 
cells. 


f>      P  f       I    fnn 

D\ary  of  the  lipn.     (After  Hull.) 
;;r.,  nramiloaa.   N.,  Nucleus.    Sir., 
■oma.  Y.  N.,  Volk  niieleiw. 


Holl  derives  the  follicular  celts 
ill  liirds  fnim  the  stroma,  but  on 
iniiuflicieiit  groumls.  The  most  re- 
cent am),  in  many  resiM-ctf,  the  beat  acramit  is  that  of  D'Hollandcr. 
.\<-i^>rilin|C  to  this  author  they  are  derived,  like  the  primitive  ova,  fnini 
the  fcemiinal  epithelium,  in  which  he  agreea  with  the  majority  of  hia 
prede<V3!M>rs.  He  xtates  that  the  [>erio<)  of  multiiilicntioii  of  the  ovo- 
goiii a  ends  about  the  time  of  hatehiiifc;  ihat  the  jxTiiMi  of  gn>«*th  of  the 
ovocytes  begins  at  about  (he  fourteenth  day  of  iiii'uliatiim  (seven  ihiys 
lii'fore  hatching),  and  before  the  formatiiin  of  the  prim[>rdial  follicle, 
which  begins  on  the  fourth  day  after  hatching.  Thus  the  |>erio(is  of 
multiphcalion  am)  growth  overlap.  He  gives  u  detailed  and  wcll-ilhis- 
tratet)  aerount  of  the  nuclear  changes  aceonipauying  the  first  slagi'S  of 
growth  (synapsis,  etc.) 
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Although  the  nuciileus  (germinal  vesicle  of  authors)  may 
be  excentric  in  position  in  the  youngest  ovocytes,  it  always 
occupies  an  approximately  central  position  in  those  slightly 
older.  The  nucleus  increases  in  size  with  the  growth  of  the 
cell-body:  in  the  youngest  ovocytes  its  diameter  is  about  9  /*.  and 


Fio   7  — '■«ptioD  of  an  o^ arian  oMiin  of  the  p  geon     trawn  from  a  prepara 
t  on  nf  Mr  J  T  Patterson      The  aclunl  dimensions  of  the  ovum  are  1  44 
X  I  25  mm 
f    8     sialk  cf  f  il  cle     C    \     ( pnuinal    vpsicle     Cr     Granulosn     L 

Lattbra      p   P    Penpl  eral  protoplasm      pr  f    Pnmordml  foil  i;le<i      Th   rit 

Th«a  externa     Th  int    Thcca  i;  '  ..       ~ 

radtaln 


Y   ^      \eiloft  yolk 


in  the  ripe  ovum  it  b  flattened  and  measures  alwut  117  x 
315  fi.  It  retains  its  central  position  until  the  ovum  is  about 
n.66  mm.  in  diameter,  and  then  moves  to  the  surface  where 
it  lies  almost  in  contact  with  the  vitelline  membrane  (Fig, 
7).     It   becomes  elliptical,  and  later  the  outer  surface  is  flat- 
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tened  against  the  vitelline  membrane,  the  inner  surface  re- 
maining convex  (Fig.  8).  The  point  on  the  surface  to  which 
the  germinal  vesicle  migrates  is  situated  away  from  the  surface 
of  the  ovary,  and  thiLS  in  the  position  of  the  pedicle  of  the 
follicle,  when  the  latter  projects  from  the  surface  of  the  ovary 
(Fig.  7). 

The  formation  of  the  yolk  has  not  received  the  attention  that 
the  subject  deserves;  and  it  is  possible  to  give  only  a  very  general 
outline.  While  the  nucleus  is  still  in  the  center  of  the  egg  a 
ver>'  dense  deposit  of  extremely  fine  granules  is  formed  around 
it,  and  gradually  extends  out  towards  the  periphery  of  the  cell, 
but  does  not  involve  the  peripheral  layer  of  protoplasm,  which 
is  slightly  thicker  at  the  innermost  side  of  the  follicle  correspond- 
ing to  the  stalk.  When  the  ovum  has  reached  a  size  of  approx- 
imately 0.66  mm,  the  nucleus  moves  towards  the  thickening 
of  the  peripheral  layer  and  enters  it,  lying  very  close  to  the  vitel- 
line membrane. 

The  very  finely  granular  central  aggregation  of  yolk-granules 
represents  the  primordium  of  the  latebra  or  central  mass  of  the 
white  yolk.  After  the  nucleus  has  reached  the  periphery,  or 
while  it  is  still  on  its  way,  the  yellow  yolk  begins  to  be  formed 
by  the  peripheral  layer  of  protoplasm.  Small  yolk-granules 
arise  near  the  inner  margin  of  the  peripheral  layer  of  protoplasm 
and  increase  in  size;  each  becomes  enclosed  in  a  vacuole  which 
grows  to  a  considerable  size,  so  that  the  accumulation  of  vacu- 
oles on  the  inner  surface  of  the  peripheral  protoplasm  soon 
produces  a  kind  of  emulsion;  this  appears  in  section  like  a 
reticulum,  the  spaces  of  which  are  the  sectioned  vacuoles,  and 
the  strands  the  remains  of  the  protoplasm  in  which  the 
vacuoles  are  embedded  (Fig.  7).  This  layer  lies  between  the 
I)eripheral  unmodified  protoplasm  and  the  white  yolk.  A  sim- 
ilar process  is  going  on  at  the  same  time  in  the  central  pri- 
mordium of  the  white  yolk,  but  the  vacuoles  and  the  granules 
are  smaller,  and  the  contrast  between  the  white  and  yellow  yolk 
is  obvious  (Fig.  7). 

Successive  layers  of  yellow  yolk  are  deposited  around  the 
central  mass  of  white  yolk  by  the  activity  of  the  peripheral  layer 
of  pn)toplasm.  Thus  one  can  understand  in  general  how  the 
concentric  arrangement  of  the  yellow  yolk  is  produced.  But  the 
alternation  of  layers  as  seen  in  a  section  of  the  hardened  yolk 
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implies  a  certain  periodicity  in  the  deposition  of  the  yolk  that 
is  not  understood.* 

The  germinal  vesicle  lies  in  a  thickening  of  the  peripheral 
layer  of  protoplasm  known  as  the  germinal  disc,  which  is  con- 
tinuous, like  the  remainder  of  the  peripheral  protoplasm,  with 
the  protoplasmic  reticulum  that  forms  the  walls  of  the  yolk- 
vacuoles.  The  protoplasmic  reticulum  gradually  disappears  as 
the  vacuoles  are  completely  converted  into  yolk-granules.  In 
the  last  stages  of  growth  a  peripheral  layer  of  white  yolk  is  formed 
around  the  entire  yolk-mass,  presumably  by  the  peripheral  proto- 
plasmic layer.  The  germinal  disc  increases  in  extent  and  thick- 
ness; but  whether  this  takes  place  by  inflowing  of  the  peripheral 
protoplasm,  or  growth  of  the  original  disc,  is  not  known.  It  Is 
certain  that  the  peripheral  protoplasm  disappears  over  most  of 
the  yolk  when  the  external  layer  of  white  yolk  is  formed.  An 
inflow  of  the  i)eripheral  protoplasm  into  the  disc  appears  very 
probable  by  analogy  with  the  bony  fishes  where  this  process  can 
be  studied  with  great  ease.  The  alternative  assumption  w^ould 
be  the  complete  utilization  of  the  ixjripheral  protoplasm  in  form- 
ing the  superficial  layer  of  white  yolk. 

The  method  of  formation  of  the  neck  of  the  latebra  and  the 
so-called  nucleus  of  Pander,  or  peripheral  expansion  of  the  neck, 
follows  more  or  less  directly  from  the  preceding  account:  As  the 
circumference  of  the  o\nim  enlarges,  the  germinal  disc  is  carried 
out  and  leaves  behind  it  a  trail  in  which  yellow  volk  is  not  formed. 
When  the  ovum  is  fully  grown,  the  exact  boundaries  between  the 
protoplasmic  germinal  disc  and  the  yolk  are  not  determinable. 
The  disc  itself  is  charged  with  small  yolk-granules  which  grade 
off  very  gradually  into  the  white  yolk  lying  around  and  beneath 
the  disc. 

The  mode  of  nutrition  of  the  ovum  and  the  formation  of  the 
vitelline  membrane  remain  to  be  considered.  The  nutrition  is 
conveyed  from  the  highly  vascular  theca  folliculi  by  w-ay  of  the 
follicular  cells,  or  membrana  granulosa,  to  the  ovum.  The  nutri- 
ment entei's  by  diffusion;  at  no  stage  is  there  any  evidence  of 

*  Since  tho  alxivo  was  written,  observations  and  experiments  of  Dr.  Oscar 
Riddl?  have  demonstratcKl  that  the  periodicity  is  daily,  and  is  correlated 
with  the  daily  physiological  rhythm  of  vitality  of  the  hen.  Acknowledgment 
is  due  Dr.  Riddl?  for  pennission  to  make  this  statement  in  advance  of  his 
own  publication. 
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immigration  of  solid  food  particles,  let  alone  entire  cells,  into 
the  growing  ovum.  At  an  early  stage  a  definite  membrane  is 
formed  between  the  ovum  and  the  follicular  cells,  the  zona  radiata 
or  primordium  of  the  vitelline  membrane  (Fig.  7).  This  is 
pierced  by  innumerable  extremely  minute  pores  which  become 
narrow  canals  as  the  zona  radiata  increases  in  thickness.  The 
follicular  cells  and  the  peripheral  layer  of  protoplasm  of  the  ovum 
are  connected  by  extremely  delicate  strands  of  protoplasm  that 
pass  through  the  pores  (HoU).  In  some  way  the  nutriment  of 
the  ovimi  is  conveyed  through  these  strands. 

The  discussion  as  to  whether  the  zona  radiata  is  a  product  of 
the  ovum  itself  or  of  the  follicular  cells  seems  to  me  to  be  largely 
academic  and  will  not  \ye  summarized  here.  There  seems  to  be 
sufficient  evidence  of  a  primary  true  vitelline  membrane  secreted 
by  the  o\aim  itself,  though  this  may  not  represent  the  entire 
zona  radiata  of  older  ova. 

The  third  pha.se  of  ovogenesis,  maturation  or  formation  of 
the  polar  globules,  is  transferred  to  the  next  chapter,  because  it 
is  overlapi)ed  by  the  process  of  fertilization.  It  Is  not  definitely 
known  if  maturation  in  birds  may  be  completed  without  fertiliza- 
tion, but  it  seems  probable  that,  as  in  many  other  animals,  the 
completion  of  maturation  Ls  dependent  on  the  stimulus  of  fertiliza- 
tion. It  is,  however,  essentially  a  process  absolutely  distinct 
fn)m  fertilization,  and  in  some  animals  (e.gr.,  echinids)  is  com- 
pleted without  fertilization. 


CHAPTER  II 

THE  DEVELOPMENT  PRIOR  TO  LAYING 

I.  Maturation 
The  phenomena  of  the  maturation  and  fertilization  of  the  hen's 
egg  are  almost  entirely  unknown.  The  observations  of  Holl 
demonstrate  only  that  the  wall  of  the  germinal  veeicle  tends  to 
disappear  when  the  follicle  is  nearly  ripe.  He  also  doubtfully 
identified  six  rod-shaped  bodies  at  the  margin  of  the  germinal 
vesicle  as  the  chromosomes  of  the  maturation  spindle  (Fig.  8). 
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Fid.  8.  —  Section  of  the  gcrmina!  xeoiclc  and  smroimding  parts 
of  an  ovarian  ov  iim  of  the  hen  measuring  40  x  35  mm.  (after 
Holl). 

Chr,,  Chromosomes.     Gr.,  Granulosa,    0.  V.,  Germinal  vesi- 
cle,    Z.  r.p  Zona  radiata. 

But  we  have  fortunately  a  very  good  account  of  the  maturation 
and  fertilization  of  the  pigeon's  egg  by  E.  H.  Harper,  which  fur- 
nishes the  basis  of  the  following  description: 

The  wall  of  the  germinal  vesicle  begins  to  break  down  in  ovarian 
eggs  of  about  18.75  mm.  diameter,  the  full  size  of  the  egg  of  the 
pigeon  I>€ing  about  25  mm.  Part  of  the  fluid  contents  of  the 
germinal  vesicle  flows  out  and  forms  a  layer  outside  the  disinte- 
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grating  wall  (Fig.  9),    The  chromosomes  and  nucleoli   form  a 
group  near  the  center  of  the  upper  plane  surface  of  the  germinal 


Fio.  9.  —  Vertical  section  of  the  gennintd  vesicle  and  part  of  the  germioat 
disc  of  an  ovarian  ovum   j    inch  tn  diameter;   pigeon,  x  385.     (After 
Harper.) 
Chr.,  Chromommes.    Gr.,  Granuloea.    G.  V.,  Wall  of  germinal  vesicle. 


i  formed  before  ovulation, 

i  (tetrads).     The  .spindle 


\-esicle.  The  first  maturation  spindle 
containing  eight  quadruple  chi 
is  still  in  the  equatorial  plate 
stage  when  the  ovum  is 
grasped  by  the  mouth  of  the 
oviduct  (Fig.  10).  The  bulk 
of  the  substance  of  the  ger- 
minal vesicle  soon  forms  a 
yolk-free  cone  extending 
from  the  maturation  spin- 
dle deep  into  the  superficial 
yolk.  The  outer  end  of  the  Fio.  10,  —  Virtical  section  of  the  genninal 
spindle  is  in  almost  imme-  <*'*«  of  'he  pigeon's  egg  showing  the 
diate  contact  with  the  sur-  ''"*  nmturation  apindle  The  egg  w^ 
,  ,        ,  clasped  by  the  funnel   of   the   oviduct. 

face  of  the  ovum.     In  the       g^o  p.m.     x2000.     (After  Har,K.r,> 
later  stages  of  formation  of       niSp.  l,  First  maturation  spindle.  Tcfr, 
the    first   polar   body  each   Tetrad. 

tetrad,  or  quadruple  chromosome,  separates  into  two  dyads  or 
double  chromosomes,  and  the  members  of  each  pair  of  dyads 
separate  and  approach  opposite  ends  of  the  spindle  (anaphase). 
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Tha**  at  each  eod  of  the  spindle  there  are  eight  dyads.  Those  at 
the  outer  end  then  enter  a  little  bud  of  protoplasm  projecting 
above  the  surface  of  the  germinal  disc,  and  this  bud  uith  the 
dyads  is  cut  oft  as  the  first  polar  body,  which  lies  in  a  depression 
of  the  germinal  disc  beneath  the  vitelline  membrane  (Fig.  11). 
Eight  dyads,  therefore,  remain  within  the  germinal  disc. 

A  second  maturation  spindle  is  then  formed  almost  imme- 
diately, apparently  without  the  intervention  of  a  resting  stage 
of  the  nucleus,  and  takes  a.  radial  position  similar  to  that  occupied 
by  the  first,  with  the  dyads  forming  an  equatorial  ptate  (Fig.  11). 
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ihidle  and  first  polar  body  of  thp  [iipeon's 
l»>n.s.  8.15  P.M.  x2CK)0.  (Attrr  Han«T.) 
H]Hiuile.    p.  b.  1,  First  polur  body.    v.  M., 


K;ich  flyad  tlien  diviile.s  along  the  preformed  plane  of  division, 
and  tilt;  daiiKlitcr-climmosornes  iliverge  towards  opposite  poles 
of  tlie  si>iiidle.  Tlie  outer  end  of  the  second  matunition  spindle 
then  ciitci-s  a  .sujxTficiat  hud  of  the  protoplasm  of  the  germinal 
di.sc  HJniilar  to  tJuit  of  the  first  maturation  spindle;  and  this  bud 
togcliu'r  witli  the  contained  chniniosomcs  becomes  cut  off  as  the 
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ir  bo.lv. 


T!ic  result  of  these  processes  of  maturation  is  the  formation 
of  ttm-c  cells,  viz.,  the  two  |)o]ur  Imdies  and  the  mature  egg. 
The  [Kilar  bodies  arc  relatively  very  niimite  and  soon  degenerate 


coni|>] 


Klv, 


After  the  formation  of  the  second  ixilar  I)ody  there  remain 
in  the  egg  eight  chromosomes,  each  <>{  which  represents  one 
quarter  of  an  original  tetrad.  These  form  a  small  resting  nucleus 
known  as  the  eKg-nucleus  or  female  pronucleus.  It  is  many 
times  smaller  than  the   original  germinal  vesicle  (Fig.   12),  and 
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it  rapidly  withdraws  from  the  surface  of  the  egg  to  a  deeper 
position  near  the  center  of  the  germinal  disc.     (Concerning  the 


Kio.  12.  —  Egg  nucleus  (female  pronucleus)  and  polar  bodies 

of  the  pijEeoQ's  egg.     (After  Harper.)    S.30  f.u.     x  2000. 

E.  S.,  E^  nucleus,     p,  b.  1,  First  polar  body.    r.  b.  2, 

.S*on<l  polarbody.     p'v.  S.,  Pcrivitelline  space,     v.  M.,  Vi- 

l(>ltine  membrane. 

general  theory  of  the  maturation  process  see  E.  B.  Wilson,  "The 
Cell  in  Development  and  Inheritance,"  the  Macmillan  Company, 
Xe»"  York.) 

II.     Fertiliz.\tion 

The  spermatozoa  tra\'erse  the  entire  length  of  the  oviduct 
and  are  found  in  the  upjjermost  portion  in  a  fertile  hen.  The 
(leriod  of  life  of  the  spermatozoa  within  the  oviduct  is  considerable, 
•AA  proveil  by  the  fact  that  hens  may  continue  to  lay  fertile  eggs 
for  a  period  of  at  least  three  weeks  after  isolation  from  the  cock. 
After  the  end  of  the  third  week  the  vitality  of  the  spermatozoa 
is  apparently  reduced,  as  eggs  laid  during  the  fourth  and  fifth 
weeks  may  exhibit,  at  the  most,  abnormal  cleavage,  which  soon 
cea.-ies.  I-lgg.'*  laid  forty  days  after  isolation  are  certainly  unfer- 
tilized, and  do  not  develop  (Lau  ami  liarfnrth).  The  so-called 
parthenogenetic  cleavage  of  such  eggs  is  merely  a  phenomenon 
<)f  fragmentation  of  the  protopla.sm;  there  is  no  tnie  cell -division. 

The  ovum  is  surrounded  immediately  after  ovulation,  that  is 
in  the  infumlibulum.by  a  fluid  containing  spermatozoa  in  suspen- 
fion.     In  the  egg  of  the  pigeon  a  certain  number  of  spermatozoa 
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immediately  bore  through  the  egg-membrane  and  enter  the  ger- 
minal disc,  within  which  the  heads,  which  represent  the  nuclei  of 
the  spermatozoa,  enlarge  and  become  transformed  into  sperm  nuclei 
(Fig.  13).  The  fate  of  the  middle  piece  and  tail  of  the  sperma- 
tozoa is  not  known  in  birds,  but  it  is  improbable  that  they  furnish 

any  definitive  morphological  element  of  the 
fertilized  egg.  At  the  time  of  entrance  of 
the  spermatozoa  the  first  maturation  spin- 
dle is  in  process  of  formation;  it  lies  in  the 
center  of  a  group  of  granules  at  the  sur- 
face of  the  egg,  which  is  bounded  by  a 
non-granular  zone  of  protoplasm,  called  by 
Harper  the  polar  ring,  in  which  the  sperm- 
nuclei  accumulate.  External  to  the  polar 
ring  the  protoplasm  is  granular  again  (Hg. 
H). 

The  sperm-nuclei  remain  quiescent  while 
the  polar  bodies  are  being  formed,  and, 
when  the  egg  nucleus  is  reconstituted,  one 
of  them,  which  may  be  called  the  male  pro- 
nucleus or  primary  sperm  nucleus,  moves 
inwards  and  comes  into  contact  with  the 
egg  nucleus  (Fig.  15).  The  opposed  faces 
of  the  conjugating  nuclei  become  flattened 
together,  until  the  contours  form  a  single 
splier(%  tlie  first  segmentation  nucleus,  in  which  a  partition  sep- 
arates the  originiil  components,  viz.,  the  sperm  and  egg  nucleus. 
'Hui  partition  apparently  disappeai-s.  However,  it  is  very  un- 
likely that  a  complete  intermingling  of  the  contents  of  the  two 
germ-nuclei  takes  place,  because  in  other  gmups  of  animals  where 
tH'  |)roc(Nsses  have  been  more  fully  studied,  it  has  been  determined 
t  IJat  eac'h  germ-nucleus  forms  an  indej^endent  group  of  chromo- 
somes of  the  same  number  in  each. 

Shortly  after  its  formation,  the  first  segmentation  nucleus 
I>r(M>ai-es  for  division  in  the  usual  karvokinetic  wav.  The  first 
M'gmentation  (or  cleavage)  spindle  thus  formed  lies  near  the 
I  enter  of  the  germinal  disc  a  short  distance  beneath  the  surface 
j^»^^^i  Its  axis  IS  tangential  to  the  surface,  or,  in  other  words,  at 
«  It  angles  to  the  axis  of  the  egg.  The  fertilization  may  be 
considered  to  \yo  completed  at  this  stage. 


lid.  i:i.  -stages  in 
th(»  transfonimtioii  of 
KIMTiii  hejids  into  the 
KfxTni  nuclei  from  the 
ovum  of  the*  pigeon. 
x'2()(K).  (After  Har- 
per.; The  onler  of 
Htagcs  is  in(h*eat<'(J  by 
the  letters  a  — g. 
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The  entrance  of  several  spermatozoa  appeara  to  be  character- 
istic of  vertebrates  with  large  ova;  thus  for  instance,  it  has  been 
(lescrilNKl  in  selachii,  some  amphibia,  reptiles,  and  birtk.  Such 
a  condition  is  known  as  polyspermy;  it  is  normal  in  the  forma 
ruentiuned,  but  occurs  only  under   abnormal  conditions  in  the 


t'ld.  14.  —  Horizontal  section  of  Ihc  ^rniinal  diHc  of  a  pig- 
eon's ovum  immediately  after  oviitation.     x  123.     (Aft«r 
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great  majority  of  animals.  Harper  observed  that  the  number 
of  sperm-nuclei  formed  in  the  pigeon  varied  from  twelve  to  twenty- 
five  in  different  cases.  Only  one  of  these  serves  as  a  functional 
sperm-nucleus;  the  remainder  or  supernumerary  sperm-nuclei 
migrate,  as  though  repelled,  from  the  center  towards  the  margins 
and  deeper  portions  of  the  germinal  disc,  where  they  become 
temporarily  active,  dividing  and  furnishing  a  secondary  area  of 
small  cells  (accessory  cleavage)  surrounding  the  true  cleavage- 
cells  produced  by  division  of  the  central  portion  of  the  disc  around 
the  descendants  of  the  segmentation  nucleus.  It  has  been  sup- 
posed by  some  authors  who  studied  the  selachii  that  the  de- 
scendants of  the  supernumerary  sperm-nuclei  form  functional 
nuclei  of  the  so-called  periblast,  but  this  view  has  been  disproved 
for  the  pigeon  (Blount),  in  which  it  can  be  demonstrated  that 
the  supernumerary  sperm-nuclei  have  but  a  brief  period  of 
activity,  and  then  degenerate. 

III.    Cleavage  of  the  Ovum 

The  fertilized  ovum  is  morphologically  a  single  cell,  with  a 
single  nucleus,  the  first  segmentation  nucleus.  The  living  proto- 
plasm is  aggregated  in  the  germinal  disc,  and  the  remainder  of 
the  ovum  is  an  inert  ma.ss  of  food  material  destined  to  be  assimi- 
lated by  the  embryo  which  arises  from  the  germinal  disc.  The 
first  step  in  the  development  is  a  series  of  cell-divisions  of  the 
usual  karyokinetic  type,  i-estricted  to  the  germinal  disc,  which 
rapidly  becomes  multicellular.  As  the  early  divisions  take  place 
nearly  synchronously  in  all  the  cells,  there  is  a  tendency  for  the 
numl)er  of  the  cells  to  increase  in  geometrical  progression,  fur- 
nishing 2-,  4-,  8-,  and  16-  etc.,  celled  stages;  but  sooner  or  later 
the  divisions  cease  to  be  synchronous.  All  of  the  cells  of  the 
body  are  derived  from  the  germinal  disc,  and  the  nuclei  of  all 
cells  trace  their  lineage  back  to  the  first  segmentation  nucleus. 
The  supernumerary  sperm-nuclei  do  not  take  part  in  the  forma- 
tion of  the  embryo. 

Cell-division  is  the  most  conspicuous  part  of  the  early  de- 
velopment; hence  this  period  is  known  as  the  cleavage,  or 
segmentation,  period.  But  it  should  be  remembered  first,  that 
cell-division  is  as  constant  a  process  in  later  embryonic  stages  as 
in  the  cleavage  period,  and  second,  that  it  is  probable,  though 
little  Ls  known  yet  about  this  subject  in  the  bird's  egg,  that 
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other  important  phenomena  are  going  on  during  the  cleavage 
period. 

The  type  of  cleavage  exhibited  by  the  bird's  egg  is  known 
as  merohlastic,  for  the  reason  that  only  a  part  of  the  ovum  is 
concerned,  viz.,  the  germinal  disc.  This  is  obviously  due  to  the 
great  amount  of  yolk  (see  Introduction,  pp.  11  and  12). 

To  understand  the  form  and  significance  of  the  cleavage  of 
the  bird's  egg,  it  is  necessary  first  of  all  to  gain  a  clear  idea  of  the 
structure  of  the  germinal  disc  and  its  relations  to  the  yolk.  At 
the  time  of  the  first  cleavage  the  germinal  disc  is  round  in  surface 
view  and  about  3  mm.  in  diameter;  the  center  is  white  and  is 
surrounded  by  a  darker  margin  about  0.5  mm.  wide.  These 
two  zones  have  been  compared  to  the  pellucid  and  opaque  areas 
of  later  stages,  but  it  is  certain  that  the  correspondence  is  not 
exact.  We  shall  call  the  outer  zone  the  periblastic  zone,  or  simply 
peribhist.  In  section,  the  germinal  disc  is  biconvex,  but  the 
outer  surface  which  conforms  to  the  contour  of  the  entire  egg 
is  much  less  arched  than  the  inner  surface.  The  disc  is  everv- 
where  separated  from  the  yellow  yolk  by  a  layer  of  white  yolk 
(Fig.  2);  on  the  other  hand,  there  is  no  sharp  separation  between 
the  disc  and  the  white  yolk.  The  granules  of  the  latter  are  largest 
in  the  deeper  layers  and  there  is  a  gradual  transition  from  them 
to  the  smaller  yolk-granules  with  which  the  disc  is  thickly  charged 
(Fig.  19).  It  is  practically  impossible  in  a  section  to  say  where 
the  pn)toplasm  of  the  disc  ceases;  it  is  indeed  probable  that  it 
extends  some  distance  into  the  white  volk  both  l)eneath  and 
around  the  margins  of  the  disc.  Thus  in  Figure  21  a  cone,  ap- 
parently of  protoplasm,  extends  into  the  neck  of  the  latebra  a 
coiL*«iderable  distance.     In  other  cases  it  does  not  extend  so  far. 

The  Hen's  Egg.  The  form  of  cleavage  of  the  hen's  egg  is 
illustrated  in  Fig.  16,  A-E.  The  first  cleavage  appeai-s  in  surface 
view  jis  a  narrow  furrow  extending  part  way  across  the  germinal 
<lLsc  (Fig.  16  A).  According  to  Coste  the  furrow  is  central  in  jk)- 
sition,  but  KoUiker  descril)es  it  as  excentric.  Probably  both  con- 
ditions may  be  foimd  in  different  eggs.  While  the  ends  of  the 
first  cleavage  furrow  are  still  extending  towards  the  ix^ril^last,  the 
second  divi.sion  begins.  It  is  a  vertical  division  in  each  cell  like 
the  first  an<l  the  two  furrows  meet  the  first  cleavage  furrow  at 
right  angles.  They  may  meet  the  first  furrow  at  approximately 
the  same  point,  in  which  case  they  form  an  approximately  straight 
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Fm,  in.  —  Five  stages  of  tlic  flcnvjigc  of  the  hen's  cpg.  {AftCT' 
KoHiker.) 

A.  First  clcavattP  furrow  (x  14).  Tlic  prr  came  from  the 
lower  ornt  of  the  oviihiet. 

11.   l''owr-eelle(l  »tagi>  (x  17);  from  the  utenia. 

('.  Ten  eentral  uml  H<'vcn  niarEiniil  cells  IX   about  16). 

[).  Nine  central  unti  sixteen  iimrfrinal  cells  (x  about  16). 

K.  Late  cleavaRe  staRe  (x  about  22). 
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line  (Fig.  16  B),  or  they  may  meet  the  first  cleavage  furrow  at 
iseparate  points,  in  which  case  the  intervening  part  of  the  first 
furrow  becomes  bent  at  an  angle,  forming  a  cross  furrow.  The 
third  cleavage  of  the  hen's  egg  has  not  been  figured  or  described 
by  any  author,  so  far  as  I  know.  But  it  is  probable  from  analogy 
with  other  similar  forms  of  cleavage  that  in  each  of  the  four 
cells  a  furrow  arises  approximately  at  right  angles  to  the  second 
furrow  and  parallel  to  the  first,  thus  producing  eight  cells  in 
two  parallel  rows  of  four  each.  But  the  variable  forms  of  the 
^«ucceeding  cleavage  stages  indicate  a  probable  considerable 
variation  in  the  eight-celled  stage. 

Before  describing  the  later  cleavage  stages,  we  should  note 
certain  important  relations  of  the  first  four  or  eight  cells:  First, 
these  are  not  complete  cells  in  the  sense  that  they  are  separate 
from  one  another.  They  are,  indeed,  areas  with  separate  nuclei 
marked  out  by  cleavage  furrows  in  a  continuous  mass  of  proto- 
pla.sm.  The  furrows  do  not  cut  through  the  entire  depth  of 
the  germinal  disc,  and  the  cells  are  therefore  connected  below 
by  the  deeper  layer  of  the  protoplasm;  nor  do  the  furrows  extend 
into  the  periblast,  and  all  the  cells  are  therefore  united  at  their 
margins  by  the  unsegmented  ring  of  periblast.  Second,  accord- 
ing to  several  observers,  the  center  of  the  cleavage,  i.e.,  the  place 
where  the  first  two  cleavage  furrows  cross,  is  excentric.  It  Is 
l>elieved  by  those  who  emphasize  this  point,  that  the  displace- 
ment is  towards  the  posterior  end  of  the  blastoderm;  but  Coste, 
for  instance,  failed  to  note  any  excentricity.  The  number  of 
observations  is  still  too  few  to  admit  of  a  safe  conclusion  on  this 
point;  in  the  pigeon,  according  to  MLss  Blount's  observations 
recorded  below,  excentricity  appears  to  be  exceptional;  more- 
over, the  excentric  area  may  l)ear  any  relation  whatever  to  the 
future  hind  end  of  the  embrj-o,  so  that  in  the  pigeon  it  will  not 
l^ar  the  interpretation  that  has  been  placed  on  it  in  the  hen's 

egg. 

The  following  cleavages  (after  the  eight-celled  stage)  in  the 
hen's  egg  are  very  irregular,  but  two  classes  of  furrows  may  \ye 
distinguished  in  surface  view:  (1)  those  that  cut  off  the  inner 
ends  of  the  cells,  and  (2)  those  that  run  in  a  radial  direction. 
The  furrows  of  the  first  class  produce  a  group  of  cells  that  are 
bounded  on  all  sides  in  surface  view,  but  these  are,  at  first,  still 
connected  l)elow  by  the  doe|x*r  protoplasm.     They  may  be  called 
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the  central  eeIL«.  These  are  bounded  by  cells  that  are  united 
in  thie  niannnal  periblai^t.  and  thus  laek  marginal  boundaries  as 
well  aj<  ^leep  Vjoundarie^ :  the^i-e  may  be  called  the  marfdnal  cells 
^Fiir.  16  C;.  The  distinction  between  central  and  mandnal  cells 
«  one  of  jrreat  importance  which  should  be  clearly  grasped. 

In  thie  surface  \iews  of  later  cleavages  the  following  points 
hhould  Ije  noted:  (\)  the  group  of  central  cells  increases  by  the 
a/idition  of  cell«  cut  off  from  the  inner  ends  of  the  marginal  cells, 
and  by  the  multiplication  of  the  central  cells  themselves;  (2)  the 
marginal  cells  increase  by  the  formation  of  new  radial  furrows. 
Tlw*  increa.se  of  the  central  cells  is  much  more  rapid  than  that  of 
i\ii;  marginal  cells,  and  the  cells  themselves  are  much  smaller  than 
tlw;  marginal  cells,  Ixith  because  of  their  mode  of  origin  and  also 
U;cau.s^*  of  their  more  rapid  multiplication.-  The  area  of  the 
central  fells  is  also  coa-^tantly  increasing,  with  consequent  re- 
duction of  the  marginal  zone  (Fig.  16  E).  Emphasis  has  been 
laid  by  s^jveral  authors  on  the  excentric  position  of  the  smallest 
cells,  and  the  infcrenr-e  has  been  drawn  that  these  represent  the 
hinder  end  of  the  blastodisc.  Similar  excentricit\'  in  the  pigeon's 
egg  is  without  reference  to  the  future  embryonic  axis  (see  Fig.  18). 

But  the  surface  views  do  not  show  what  is  going  on  in  the 
decjxfr  parts  of  the  germinal  disc.  Sections  show  that  after 
about  the  10-  or  32-<*elle(l  stage  an  entirely  new  class  of  cleav- 
age j>lanes  aris<\s  in  the  central  cells.  These  planes  are  parallel  to 
the  surface,  and  the  sufxirficial  cells  arising  from  such  a  division 
are  therefore  completed  Inflow.  Of  the  two  daughter-nuclei 
produced  by  such  a  division,  one  remains  in  the  superficial  cell 
and  the  other  in  the  unsegmented  deep  layer  of  the  germinal 
disc,  which  thus  ixH'onies  nucleated.  After  this  the  nuclei  mul- 
tiply in  this  (lee|x»r  layer  and  cells  arc  constantly  being  produced, 
which  l)ud  off  from  it  and  become  added  to  the  segmented  part 
of  the  germinal  disc  above. 

In  this  way  th(»  <»ntire  thickness  of  the  central  part  of  the 
germinal  disc  i)econies  gradually  converted  into  cells.  A  cavity 
ariMes  lH»tween  the  cellular  disc  and  the  white  yolk  below,  the  seg- 
mentation cavity,  often  called  the  subgerniinal  cavity.  It  is  first 
formed  in  the  center  of  the  central  group  of  cells  and  extends  out 
gradually  towards  the  margin,  hut  it  never  cuts  under  the  mar- 
ginal cells,  which  rtMuain  unite<l  l)elow  and  at  their  margins  by  the 
Iteriblast. 
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Duval  interprets  a  narrow  space  observed  by  him  between  the  single 
superficial  layer  of  cells  and  the  deeper  cells  of  the  germinal  disc  as  the 
segmentation  cavity;  it  is  thus  entirely  distinct  from  the  subgerminal 
cavity  which  arises  much  later,  according  to  his  conception.  Apart 
fn)m  the  fact  that  his  figures  appear  to  represent  the  merely  virtual 
space  between  the  superficial  cells  and  the  underlying  cells  in  an  exag- 
gerated form,  the  interpretation  appears  to  me  to  be  incorrect.  It  is 
based  on  the  theory  that  the  deeper  cells  represent  the  primary  entoderm, 
a  view  which  I  cannot  accept ;  the  interpretation  of  this  space  as  cleavage 
cavity  fails  if  it  be  shown  (see  beyond)  that  the  underljring  cells  are  not 
entoderm. 

The  account  given  above  of  the  deeper  cleavages,  those  seen  in 
section,  is  the  conventional  one,  based  on  the  observations  of  Kolliker, 
Duval,  and  others.  The  account,  that  follows,  of  the  corresponding 
cleavages  in  the  pigeon's  egg,  is  different  in  some  important  respects, 
that  bring  it  into  agreement  with  the  best  known  meroblastic  eggs, 
those  of  the  bony  fishes.  I  have,  however,  allowed  the  above  account 
to  stand,  though  I  consider  it  probable  that  a  careful  re-examination 
would  bring  the  cleavage  of  the  hen's  egg  into  line  with  that  of  the  pigeon 
and  the  teleost. 

The  Pigeon's  Egg.  The  cleavage  of  the  pigeon's  egg  has 
been  worked  out  in  more  detail  than  that  of  the  hen's  egg  (Blount) ; 
as  it  offers  some  interesting  features  that  have  never  been  de- 
scrilx^d  for  the  hen's  egg,  and  must  be  made  the  basis  of  the 
description  of  the  formation  of  the  germinal  wall  and  the  germ- 
layers  in  the  absence  of  any  consistent  account  for  the  hen's  egg, 
it  will  next  be  described.  The  fundamental  features  of  the  cleav- 
age are  the  same  as  in  the  hen's  egg,  so  that  the  description  need 
not  be  repeated. 

The  feature  to  be  particularly  emphasized  in  the  cleavage 
of  the  pigeon's  egg  is  the  occurrence  of  a  secondary  or  accessory 
cleavage  in  the  marginal  zone  or  periblast  (Figs.  17  and  18  A). 
\\Tien  the  origin  of  these  cells  is  traced  it  is  found  that  they  aris^^ 
an)und  the  supernumerary  sperm-nuclei,  which  accumulate  and 
multiply  in  the  periblast.  The  complete  history  of  these  nuclei 
has  been  worked  out  by  Harper  and  Blount,  so  that  there 
can  l)e  no  doubt  as  to  their  derivation.  Another  interesting 
point  ilhistrated  by  the  figures  is  that  the  marginal  cells  have 
a  peripheral  wall  wherever  the  accessory  cleavage  occurs,  hut 
F^ctween  the  groups  of  accessory  cleavage  cells  the  marginal  cells 
are  continuous  with  the  periblast  (Figs.  17  and  18  A),  as  they  are 
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everywhere  in  the  hen's  egg.  In  a  section  of  a  germinal  disc, 
showing  the  accessory  cleavage  (Fig.  20),  it  is  seen  that  the 
peripheral  l>oiin<lary  of  the  marginal  cells  cuts  under  the  margin 
for  a  considerable  distance. 

The   accessory   cleavage    becomes    manifest   at  the   time   of 
appearance  of  the  first  cleavage  plane,  and  increases  in  amount 


.  —  1*li»to)traph  of  an  rif[ht-cell«I  pigpon  ovum 
(after  Mary  Bioiint).  '2.i5  a.m.  Acwiisory  eleavoKe 
(ac.  cl.)  in  the  ninrKinal  zone  iKiunttinK  the  spKmontMl 
area.  Vesiclen.  npix-arinK  black  in  the  photofcroph, 
arc  pKi-n  on  the  surface  of  thr  yolk  lieyonil  the  mar- 
piial  zone  of  (lie  germinal  ilisc.  Orientation  as  in 
FiR.  IS. 


lip  to  alx)iit  the  U2-cellcd  stage,  and  thereafter  gradually  decreases 
until  it  completely  disappears  (Figs.  IS  B,  C,  and  I)),  The 
peripheral  iHtumlaries  of  the  marginal  cells  disappear  port  ;kiotm. 
and,  when  the  accessory  cleavage  is  finally  wipetl  out,  the  mar- 
ginal cells  are  eveiywherc  continuous  with  the  periblast,  as  in 
the  hen's  egg  (Figs.  IS  H  and  (').  In  .some  eggs  the  acres.sorv 
cleavage  is  much  more  extensive  than  in  others;  indeed,  in  some 
it  apjjears  to  Iw  entirely  absent,  but  this  is  relatively  rare.  In 
the  stage  shown  in  Fig.  IS  H,  for  instance,  there  is  u.sually  o<)n- 
siderable  accessory  cleavage:  but  in  this  egg  there  is  none.  The 
variation  is  obviously  due  to  variations  in  the  niimber  of  suixr- 
numerary  s|»rniatoiioa.  stich  as  may  readily  occur. 
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Tlie  question  arises  whether  the  clisnppenraiice  of  the  cell- 
walls  around  the  sperm-nuclei  is  caused  by  degeneration  of  the 
latter,  or  is  simply  a  later  syncytial  condition  in  the  periblast  in 
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Blount  i,  Tlip  ficarcs  nn?  so  arranE«l  tlint  the  nxis  of  tlii'  slioll  is  aciaaa 
Ihc  p«pp  with  (hr  ]arfo  end  to  thp  left.  The  future  axia  of  the  cTnbryo 
l»  (tiereforr  inrlitie<l  4o°  to  Iho  tnarpn  of  Ihe  puge  with  the  anterior  end 
Um  i)i«  right  abovi>. 

A.  A  very  reoular  bSx  teen -cell  «1  bIok?;  accessoiy  cleavage  well  sliown; 
ihoitKh  not  well  foruaed  on  the  lower  niorpn.     3.4S  a.m. 

B.  Approximate  thirty-two  celled  xlnee.  There  is  no  aceettsory  cleavnco 
in  this  (Mse.  The  formniion  of  the  wnlral  from  the  riiargina!  cells  may  be 
nvdil^r  ohserveii  in  this  lucure,     Ji.lS  a.m. 

f.  Ijter  Btagp  of  rleavBjje.     7.10  A.M. 

D.  (■|ea\-me  si  »..■«)  A.M.  The  itinnrinnl  eelU  are  now  becoming  separated 
|irtipher»lly  from  the  periblast  which  has  received  its  nuclei  from  them. 

n-hic!i  the  sperm-nuclei  are  embedded.  There  can  be  little  doubt 
that  the  former  nlternative  i.«  correct.  While  in  the  stiige.s  of 
thp  a"'es«ory  cleavage,  s|)erni-nuclei  are  readily  found  both  in 
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the  accessory  cleavage-cells  and  also  in  the  unsegmented  periblast 
(Figs.  19  and  20),  they  decrease  in  number  as  the  accessory 
cleavage  planes  disappear,  and  when  the  latter  are  entirely  lost 


Fia.   19.  —  Tranaverfie  Hection  of  tlie  blastoderm  of  a  pigeoo's  egg  about 
8J  hours  afWr  fertilization  (4.45  a.m.).     (After  Blount.) 
1,  Accessory  cleavage.     2,  Migruting  sperm -nuclei,     a,  b,  c,  d,  Cells  of 
primary  cleavt^^e. 

the  peribla-<t  is  absolutely  devoid  of  nuclei.  Fragmentation  of  the 
sperm-nuclei  is  a  frequent  accompaniment  of  their  disappearance. 
Thus  the  accessory  cleavage  is  a  secondary  and  transient 
feature  of  the  cleavage  of  the  pigeon's  egg  due  to  polyspermy. 
Aft^T  it  has  passed,  the  ovum  is  in  precisely  the  same  condition 


¥ia.  20.  — Transverso  si'ction  of  tlic  blastoderm  of  a  pigeon's  egg  at  the  end 
of  the  period  cif  multiplication  of  Kperin-niiclei,  aliout  10  hours  after  fertil- 
ization (6.:W  A.M.).     (.\fter  Blount.) 
1,  Aceessory  cleavage  around  the  sperm-nuelei.    2,  Marginal  cells:  sharply 

separated  from  the  sperm-nuclei.     ;(,  Central  cells.     4,  Sperm-nuclei. 

as  the  hen's  ovum  of  the  same  stage  of  development.  It  is  donbt- 
ful  whether  the  absence  of  accessory  cleavage  in  the  hen's  egg 
should  be  taken  a.s  evidence  that  the  ferlihzation  is  monospermio. 
It  may  well  l>e  that  supernumerary  sperm-nuclei  are  present 
without  producing  the  appearance  of  access<jry  cleavage,  owing, 
perhaps,  to  a  deeper  situation  in  the  periblast.  ThLs  |x)int 
requires  investigation. 

Another  feature  bniught  out  by  these  photographs  requires 
*is.     The  periblast  ring  shows  no  definite  outer  margin, 
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but  beyond  the  zone  of  the  accessory  cleavage  there  may  occur 
two  or  three  concentric  circles  variously  indicated  (Fig.  17). 
Vacuoles,  appearing  black  in  the  photographs,  are  very  common 
in  the  outer  zones.  These  appearances  indicate  that  the  peri- 
blastic  protoplasm  extends  farther  out  in  the  superficial  white 
yolk  than  is  usually  believed  to  be  the  case;  and  this  suggests  an 
interesting  comparison  with  the  teleost  ovum,  where  the  peri- 
blastic  protoplasm  surrounds  the  entire  yolk  as  a  very  thin  layer. 
Sections  confirm  the  idea  that  the  periblastic  protoplasm  has  an 
exteasion  beyond  the  so-called  margin  of  the  blastodisc.  Some 
eggs  show  a  more  definite  margin  than  others;  it  may  be  that 
there  is  a  periodic  heaping  of  the  periblast  at  the  margins,  for 
which  again  an  analogy  may  be  found  in  teleosts. 

Although  the  smallest  cells  may  be  more  or  less  excentric  in 
the  segmented  germinal  disc  of  the  pigeon,  their  position  bears 
no  coastant  relation  to  the  future  embryonic  axis.  They  may 
lie  in  this  axis  in  front  of  or  behind  the  middle,  or  to  the  right  or 
left  of  it  (cf.  Fig.  18  A-D). 

At  the  eight-celled  stage  a  horizontal  cleavage  plane  begins  to 
appear  beneath  the  central  cells  (Fig.  19).  This  marks  the  full 
depth  of  the  blastoderm  at  all  stages,  and  the  several-layered 
condition  arises  by  horizontal  cleavages  between  this  and  the 
surface.  Comparison  of  Figs.  19,  20,  and  22,  drawn  at  the  same 
magnification,  will  show  that  the  depth  does  not  increase  by  addi- 
tion of  cells  cut  off  from  below,  as  is  usually  supposed  to  be  the 
ease  in  the  bird's  ovum.  The  first  horizontal  cleavage  plane  not 
only  marks  the  full  depth  of  the  blastoderm,  but  it  also  indicates 
the  site  of  the  segmentation  cavity  which  arises  gradually  by  accu- 
mulation of  fluid  between  the  cells  and  the  underlying  unseg- 
mented  protoplasm  and  yolk.  The  segmentation  cavity  gradually 
extends  towards  the  margin  of  the  blastoderm,  but  it  is  bounded 
I)eripherally  by  the  zone  of  junction  between  the  marginal  cells 
and  the  periblast. 

IV.     Origix  of  the  Periblastic  Nuclei,  Formation  of  the 

Germ-wall 

Our  knowledge  of  this  part  of  the  subject  in  the  hen's  egg  Is 
very  incomplete,  and  the  various  accounts  arc  contradictory. 
The  reason  for  this  is  the  great  difficulty  of  securing  a  complete 
series  of  stages,  and  of  arranging  them  in  pr(){)er  sequence.     There 
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is  no  way  of  timing  the  development,  so  that  one  has  to  judge 
the  sequence  of  the  stages,  all  of  which  come  from  the  uterus,  by 
the  degree  of  formation  of  the  shell,  by  the  size  of  the  cells  and 
by  the  appearance  of  the  sections.  This  can  be  at  best  only 
approximate;  and,  as  the  securing  of  any  given  stage  is  largely 
a  matter  of  chance,  no  one  has,  as  a  matter  of  fact,  secured  a 
complete  series.  In  the  pigeon,  on  the  other  hand,  the  time 
since  laying  the  first  egg  is  a  fairly  exact  criterion  of  the  stage 
of  development  of  the  second  egg.  It  has,  therefore,  been  pos- 
sible to  secure  a  complete  series,  and  the  subject  has  l>een  worked 
out  by  Miss  Blount,  whose  preliminary  communication  in  Vol. 
XIII  of  the  Biological  Bulletin  furnishes  the  basis  of  the  following 
account. 

The  periblast  ring  Is  entirely  devoid  of  nuclei  after  the  super- 
numerary sperm-nuclei  have  degenerated.  The  marginal  cells 
become  greatly  reduced  in  size  owing  to  multiplication  and 
continuous  production  of  central  cells,  and  their  nuclei  thus 
approach  more  and  more  closely  to  the  periblastic  ring.  The 
scene  then  changes;  the  marginal  cells  cease  to  produce  central 
cells;  when  their  nuclei  divide  the  peripheral  daughter-nuclei 
move  out  into  the  periblast,  which  is  thus  converted  into  a  nu- 
cleated syncytium.  The  periblastic  nuclei  multiply  rapidly  and 
invade  all  jK)rtions  of  the  periblastic  ring,  which  maintains  its 
original  connection  with  the  white  yolk.  Not  only  do  the  peri- 
blastic nuclei  invade  the  periblastic  ring,  but  some  of  them  also 
migrate  centrally  into  the  protoplasm  forming  the  floor  of  the 
segmentation  cavity.  They  do  not,  however,  reach  the  center, 
but  leave  a  non-nucleated  sub-germinal  area,  corresponding 
approximately  to  the  nucleus  of  Pander,  free  from  nuclei.  The 
Bubgerminal  syncytium  may  be  known  as  the  central  periblast 
to  distinguish  it  from  the  marginal  periblast.  They  are,  of 
course,  continuous.  In  sections  one  has  the  appearance  of  nuclei 
in  the  yolk,  for  there  is  no  sharp  boundary  between  periblast 
and  yolk  (Fig.  22).  The  syncytium,  which  has  received  its  nuclei 
from  the  marginal  cells,  is  the  primordium  of  the  germ-wall  (Figs. 
21,  22,  23,  24). 

There  Is  a  snarp  contrast  l>etween  the  segmented  blastoderm 

and  the  syncytial   periblast  not  only  in  stnicture  but  also  as 

regards  fat«.     The  marginal  cells  constitute  a  zone  of  junction  be- 

'  blastoderm  and  periblast.     Thus  in  Fig.  22  it  will  be  ob- 
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sen-ed  that  the  large  marginal  cells  on  each  siile  are  continumiH 
with  the  periblast,  and  nuclei  are  found  in  the  periblast  both 
central  and  i»eripheral  to  the  zone  of  junction.     The  latter  forms 


Fir..  21.  —  I,iHii;iiijiliri;il  -iciinii  uf  Ihe  blaatocierm  of  a  pigeon 's  eRR  at  the 
lime  of  disiiiiipi':ir:itiii'  ul  i li.-  -.jHTm -nuclei.  On  Ihn  li-fl  (anterior)  margin, 
ihe  marpnul  oill^i  huvi'  Ki-oriu^  open,  that  ia,  continuous  witli  the  jicri- 
bliut.  aa  contrasted  «i|.li  Fig.  20.  About  II  hours  after  terlilizalion  (7.00 
A.U.).  (AJter  Blounl.) 
1.  Mai^nal  cells.     2,  Cone  of  protoplasm,     3,  Marginal  perililaat,     4,  Nr^k 

of  lalebra.     5,  Yellow  yolk. 


Fui.  22.  —  Tran-iversp  spciion   throiifih   the  center  of  the  hlastmierni   of  a 
I>ifn<OD's  ejtg.  14)  hours  ofler  fertilisation  (10.30  a.m.).     (After  Blount.) 
1.  M&i^dbI  cells.     2,  Marginal  periblaiit.     3,  Nuclei  of  the  suligerminal 
ppribhut. 
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a  ring  around  the  biastodenn.     It  |)eniists  during  the  expaiisicm 
of  the  blastodemi  over  the  Hiirface  of  the  yolk. 

The  blastoderm  now  l>egins  to  expand,  owini;  hirgely,  at  finit, 
t-o  additioiLS  of  cells  to  its  margin  cut  off  from  the  Rerin-wall. 
The  central  an  well  as  the  marginal  periblast  contributes  t«  the 
blastoderm,  but  the  former  appears  to  l>e  rapidh'  used  up.  The 
marginal  periblast  on  the  other  hand  grows  at  its  periphery  whde 
it  adds  cells  to  the  l)lastoclerm  centrally,  and  thus  it  nM)vos  out 
in  the  white  yolk,  butliltng  up  the  margin  of  the  blastoderm  at 
the  same  time.  The  original  group  of  central  cells  ap]x?ai's  to 
corresi)on(l  approximately  to  the  pellucid  area;  the  additions  from 
the  germ-wall  would  thus  constitute  the  opaque  area. 


hui.  - 1.  —  E  a  t(  nor  i  ad  of  a,  longitudinal  sccti  n  through  thi^  liln.  loilt  rm 
of  a  pif!Poii'M  cKft  ulxHit  2>)  houFH  uft<T  fertilizalion  (8.50  r.ii,).     (AfliT 
Ulount.J 
J,  Nonts  of  jwrihlast  iniplci.     2,  Perihiast  niiclcu:)  iti  mttrfcinal  posilimi. 

3,  Syncytiii!  iiiii.sm  dcrivi-d  [)rv.<HTiiably  from  the  jx'ribiasl,  in  process  <)f  or- 

Kunization  into  evils.    4,  ^  iicuolcs. 

Some  pha.ses  of  these  proces-sca  arc  illustrated  in  Figs,  23  and 
24.  In  the  vertical  .section,  Fig.  23,  the  surface  of  the  germ- 
wuU  next  the  blastoderm  is  indented  as  though  for  the  formation 
of  sn[)erficiid  cells.  Along  the  steep  central  margin  of  the  germ- 
wall  groups  of  cells  are  apparently  being  cut  off  and  added  to 
the  cellular  blastoderm.  In  the  horizontal  section,  Fig.  '24.  the 
process  of  cellularization  at  the  central  margin  of  the  gorrn-wall 
b  apparently  proceeding  rapidly. 

The  superficial  cells  thus  added  to  the  margin  of  the  celjtilar 
blastoderm  Iwcome  continuous  with  the  ectoderm,  and  the 
dee|)er  layers  later  form  the  yolk-sac  entoderm  which  Iwconies 
contiminiis  with  the  embryonic  entoderm  secondarily.  The  term 
germ-wull  is  usually  applietl  to  the  primordium  of  the  yolk-sai^ 
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ntnilerm  and  the  (wrihlast  proper  as  well.     We  shall  follow  tliis 
s  and  distinguish  two  parts  of  the  germ-wall. 


Kid.  24.  —  I'arl   of   Ilie   margin   of  a   liorizimlttl   sitlniii 
thrmiK''  <l>e  lilaHt.oilorm  af  a  piK<M>n  acggatHmt  2i  limirtt 
ailvT  [ertilizution  (8.50  i:u.).     (After  Blount  ) 
l,Perii>]»Mt  nuclei.     2,  .1,  Cellsorgaiuzoil  in  the  penbiaat. 

4,   A   cell  apparently  aildeil  to  the  blaeUxlerm  from  the 

periMast.     5,  Vacuoles. 

In  lat«r  stages  the  inner  mai^In  of  the  perihlast  bemmes  much 
less  steep,  owing  npparently  to  active  pmliferatioii  of  cells,  This 
is  illustrated  in  the  outline  drawings  of  Fig.  25.     Later  yet  the 
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Fkj.  25.  —  OulliriM  of  the  murgina  of  transvcnw  sections 
of  the  blaatodemi  of  |>i^-on's  eggs;  28  (A),  28  (B),  nnil 
2  (C)  hours  after  fertilization.     (Aft«r  Blount.) 
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marginal  cells  extend  out  peripherally  and  form  a  short  project- 
ing shelf  beyond  the  zone  of  junction,  appearing  wedge-shaped 
in  section  (Figs.  28  A,  etc.).  This  we  shall  call  the  margin  of 
overgrowth. 

Thus  we  may  distinguish  the  follow^ing  zones:  (1)  margin  of 
overgrowth;  (2)  zone  of  junction;  (3)  the  inner  zone  of  the  germ- 
wall,  and  (4)  the  original  cellular  blastoderm  (pellucid  area)  Fig.  29. 

V.    Origin  of  the  Ectoderm  and  Entoderm 

The  ectoderm  and  entoderm  are  the  primary  germ-layers, 
out  of  which  all  organs  of  the  embryo  differentiate;  hence  great 
importance  attaches  to  the  mode  of  their  origin.  But  up  to  the 
present  it  has  not  l)een  possible  to  decide  between  three  con- 
flicting views.  These  are:  (1)  The  theory  of  delamination,  viz., 
that  the  superficial  cells  of  the  segmented  blastoderm  form  the 
ectoderm  and  the  deeper  cells  the  entoderm;  in  other  words,  that 
the  blastoderm  split^n  into  the  two  primary  germ-layei"s.  This 
is  the  oldest  view,  but  it  has  not  lacked  support  in  recent  times, 
e.y.,  by  Duval.  (2)  The  theory  of  invagination,  viz.,  that  the 
primary  entoderm  arises  as  an  ingrowth  from  the  margin  of  the 
blastoderm.  This  view,  which  was  supported  by  Haeckel,  Goetto, 
Rauber,  and  some  others,  brings  the  mode  of  gastrulation  in  the 
bird  into  line  with  lower  vertebrates.  (3)  A  third  and  relatively 
recent  point  of  view  is  that  the  primary  entoderm  arises  jis  an 
ingrowth  of  cells  from  the  germ-wall,  more  particularly  from 
the  posterior  portion.  This  view,  put  forward  by  Nowack,  has 
been  adopted  in  substance  by  O.  Hertwig  (Handbuch  der  vergl. 
u.  exp.  Entwickelungslehre  der  Wirbeltiere). 

The  reason  for  the  conflict  of  opinion  appears  to  lie  mainly 
in  the  fact  that  the  critical  stages  occur  prior  to  laying,  and  no 
one  has  investigated  a  complete  series  of  stages.  For  this  reason 
the  subject  was  reinvestigated  in  the  Zoological  Laboratory  of 
the  University  of  Chicago,  by  Mr.  J.  Thomas  Patterson,  at  the 
suggestion  of  Prof.  C.  O.  Whitman.  A  very  complete  series  of 
stages  of  the  pigeon's  ovum  was  studied,  with  results  that  are 
consistent  in  themselves  and  that  agree  with  the  principles  of 
formation  of  the  primary  germ-layers  in  the  lower  vertebrates. 
The  author  has  had  the  opportunity  of  following  the  work  step 
by  step,  and  is  convinced  of  its  accuracy.  It  is  therefore  made 
the  basis  of  the  following  account: 
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The  first  step  in  the  process  of  gastrulation,  or  formation  of 
the  primar}'  entoderm,  is  a  thinning  of  the  blastoderm,  which 
begins  slightly  posterior  to  the  center  and  rapidly  involves  a 
sector  of  the  posterior  third  of  the  blastoderm.  This  process 
occurs  between  the  twenty-first  and  tenth  hours  prior  to  laying. 
It  is  due  apparently  to  the  gradual  rearrangement  of  the  cells 
in  a  single  layer.  A  late  stage  of  this  process  is  shown  in  Figure 
26,  which  represents  a  complete  longitudinal  section  through  the 
blastoderm  ten  hours  before  laying.  It  will  be  observed  that  the 
anterior  portion  of  the  blastoderm  is  many  cells  thick  (26  A), 
but  as  one  passes  towards  the  posterior  end  the  number  of  layers 
becomes  less,  and  is  reduced  to  a  single  layer  at  the  extreme  pos- 
terior end.  Here  and  there,  e.g.y  at  X,  the  arrangement  of  the 
cells  indicates  that  cells  of  the  lower  layer  are  entering  the  upper 
layer.  It  is  obvious  that  such  a  process  must  result  in  increase 
of  the  diameter  of  the  blastoderm,  and  Patterson  states  that  the 
average  diameter  twenty  hours  prior  to  laying  is  1.915  mm.  and 
2.573  mm.  ten  hours  later.  The  thinning  also  involves  enlarge- 
ment of  the  segmentation  cavity,  which  may  now  be  known 
as  the  subgerminal  cavity. 

Hand  in  hand  with  the  thinning  out  there  takes  place  an 
interniplion  of  the  germ-wall  at  the  posterior  end,  so  that  in  this 
region  the  margin  no  longer  enters  a  syncytium  but  rests  directly 
on  the  yolk  (cf.  anterior  and  posterior  ends  of  Fig.  26). 

Figure  27  is  a  reconstruction  of  the  stage  in  question.  The 
gemi-wall,  represented  by  the  parallel  lines,  is  absent  at  the 
posterior  end.  Here  the  cells  of  the  blastoderm  rest  directly 
on  the  yolk.  The  sector  bounded  by  this  free  margin  and  the 
broken  line  represents  the  ai-ea  of  the  blastoderm  that  is 
approximately  one  cell  thick.  The  figures  2  to  7  indicate 
regions  approximately  two  to  seven  cells  thick. 

Gastrulation  l)egins  by  an  involution  or  mlling  under  of  the 
free  margin,  as  though  the  fa»e  edge  were  tucked  in  l)eneath  the 
blastoderm.  The  involuted  edge  then  l)egiiLs  to  grow  forward 
towards  the  center  of  the  bhistoderm,  and  thus  establishes  a  lower 
layer  of  cells,  the  primary  entoderm.  As  soon  as  this  process 
is  started  the  margin  of  the  blastoderm  l^egins  to  thicken,  and 
thus  the  inner  layer  of  cells  (entoderm)  and  the  outer  layer  of 
cells  (ectoderm)  are  continuous  with  one  another  in  a  marginal 
thickening  (Fig.  2S). 
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The  margin  of  invagination  is  known  as  the  lip  of  the  blasto- 
pore or  primitive  mouth;  the  space  between  this  margin  and 
the  yolk  is  the  blastopore,  and  the  space  between  the  entoderm 
and  yolk,  derived  from  part  of  the  subgerminal  cavity,  is  the 
archenteron  or  primitive  intestine. 


Fig.  27.  —  Diagrammatic  nTonstruction  of  the  blasto- 
derm of  which  a  longitudinal  section  is  shown  in 
Fig.  20. 

CD.,  Plane  of  Fig.  20. 

(J.  \V.,  (lemi-wall.  1,  2,  3,  4,  5,  0,  and  7  indicate? 
regions  of  the  blastiKlerm  which  an*  approximately  from 
1  to  7  cells  det»p  res|)ectively.  The  broken  line  around 
1  indicates  the  region  when*  the  blast o<lerm  is  approxi- 
mately one  cell  d(H»p.     x  27.2.     (After  Patterson.) 

The  first  stage  in  the  formation  of  the  entoderm  is  interpreted 
as  involution  of  the  free  margin,  and  this  view  is  supported  by 
the  fact,  determined  by  Patterson,  that  the  antero-posterior 
diameter  of  the  blastoderm  is  shorter  than  the  transverse  diameter 
during  this  process,  whereas  previously  the  blastoderm  was 
approximately  circular.  An  even  stronger  supix)rt  of  this  view 
is  furnished  by  exjx*riments  which  demonstrate  that  injuries  to 
the  margin  made  just  prior  to  gastrulation  appear  later  in  an 
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anterior  poHition  in  the  entoderm  (Patterson).  But  after  the 
margin  has  thkkened  the  farther  extension  of  the  entoderm  ia 
due.  largely  at  leaat,  to  ingrowth  from  the  marginal  thickening. 

Patterson  also  believes  that  the  thickening  of  the  margin  is 
due  not  so  much  to  multiplication  of  cells  in  situ  as  to  immigration 
of  cells  from  the  sides.  This  view  is  also  supported  by  experi- 
ments. 


i  Haalnderm  of  a 


fron    i     san     bc        aa 
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O    Mnrfnn  of  o  ercronth. 

R    Mil  g  n  of   n  ag  nat  on 

in  ng   of   yolk  sac  entoderm. 


Fia    29  —  D  o^rrammat  c  rcconstru 

pigeou  a  ^e   id  houra  aft      !e  t  I  lat 

¥g    H     X      2      (Afe    Putt    son 
E    Invaginated  o    ffi  t 
PA    Outer  niarp  n  of  pelluc 
(doraal  I  p  of  blasi' 
Y    Yolkioni- 

The  orn  »i  at  the  poslenor  niai^:iii  nd  catt  the  d  reel  on  of 
movement  of  the  halves  of  Ihc  marKin.  The  cirelea  in  the  pellucid 
arvH  iniliral«  yolk  Riaascs  in  the  segnientation  cavity. 

Figure  29  is  a  reconstmction  of  a  blastoderm  in  the  stage  of 
Fig.  28,  that  is  at  the  height  of  gaatmlation.  The  marRin  of 
nvergniwth  (cf.  Fig.  28  O)   is  represented   by  the  area  O;   the 

3  of  junction  by  the  ruled  area  Z;  the  inner  portion  of  the 
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germ-wall  by  the  area  with  large  granules  V,  These  zones  con- 
stitute the  opaque  area.  The  circles  in  the  pellucitl  area  represent 
megaapheres,  that  is  yolk-masses  cut  off  from  the  floor  of  the 
aubgerminal  cavity  and  lying  in  the  latter  (cf.  Fig.  28  M).  The 
invaginated  entoderm  is  represented  by  the  crossed  area  E; 
the  lip  of  the  blastopore,  where  ectoderm  and  entoderm  are 
continuous,  by  the  region  R. 


—  A  diaBraiHinBtic  reconstrMction  of  (he  hlnstiKlcnii  rvjin- 
Benlcd  [n  Fig.  30.     (After  Patterson. I 
R.,  Mass  of  cellfl  left  after  cloaure  of  lilaslopore.     S.d,,  Anlrrior 
portion  of  Bubgermin&I  envity  not  yet  croBsed  hy  thf  ento<ierni.  Other 
abbreviations  as  in  Fig.  29. 

The  last  three  or  four  hours  prior  to  laying  witness  the  closure 
of  the  blastopore.  A  comparison  of  Figs,  27  and  29  will  show 
that  the  blastopore  has  Iteeome  considerably  narrower  in  the 
later  stage.  It  will  be  observed  that  the  posterior  ends  of  the 
germ-wall  are  approaching.  Finally  they  come  into  contact,  and 
the  blaHtopore  is  closed.  During  this  process  the  lip  of  the 
blastopore  is  not  cut  off  externally,  but  on  the  contrary  comes 
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to  lie  within  the  germ-wall  at  the  posterior  margin  of  the  pellucid 
area. 

This  is  illustrated  by  Figs.  30  and  31,  representing  a  longi- 
tudinal section  and  a  reconstruction  of  a  blastoderm  three  hours 
before  laying.  Considering  the  reconstruction  first,  it  will  be 
noted  that  the  lip  of  the  blastopore,  R,  now  lies  within  the  blasto- 
derm at  the  posterior  margin  of  the  pellucid  area.  The  greater 
portion  of  the  pellucid  area  is  now  two-layered  owing  to  the 
continued  expansion  of  the  entoderm  E,  which  has  met  and 
united  with  the  germ-wall  at  the  sides.  The  section  (Fig.  30) 
passes  longitudinally  through  the  center  of  the  blastoderm.  The 
mass  of  cells  at  D  represents  the  original  lip  of  the  blastopore. 
It  is  continuous  with  the  germ-wall  behind  and  with  the  ento- 
derm in  front.  The  latter  is  not  a  continuous  layer  (Fig.  30  A), 
and  the  cells  are  not  coherent.  It  is  probable  that  the  extension 
of  the  entoderm  is  due  largely  to  independent  migration  of  the 
cells.  Subsequently  the  entoderm  cells  unite  to  form  a  coherent 
layer  of  flattened  cells.     (See  Chap.  IV.) 

In  some  cases  the  closure  of  the  blastopore  takes  place  in 
such  a  way  as  to  produce  a  marginal  notch,  which  is  referred 
to  again  in  connection  with  the  primitive  streak  (Chaj).  IV). 


CHAPTER  III 

OUTLINE   OF  DEVELOPMENT,  ORIENTATION,  CHRO- 
NOLOGY 

The  preceding  chapters  have  traced  the  development  up  to 
the  time  of  laying.  The  formation  of  the  germ-layers  has  begun; 
and  the  stage  of  development  is  fairly  definite,  though  not  abso- 
lutely constant.  When  the  egg  cools,  after  laying,  the  develop- 
ment ceases,  but  is  renewed  when  the  temperature  is  raised  to 
the  required  degree  by  incubation. 

On  the  surface  of  the  yolk  is  a  whitish  disc  about  4  mm.  in 
diameter,  known  as  the  bhustoderm.  Edwards  gives  the  average 
diameter  of  the  unincubated  blastoderm  (59  eggs)  as  4.41  mm., 
of  the  area  pellucida  (50  eggs)  as  2.51  mm.  The  central  part 
of  the  blastoderm  is  more  transparent  and  is  hence  known  as 
the  area  pellucida;  l^eneath  it  is  the  subgerminal  cavitj-.  The 
less  traasparent  periphery  Ls  known  Jis  the  area  opaca.  In  the 
course  of  development  the  embryo  and  the  embryonic  mem- 
branes, which  serve  for  the  protection,  respiration,  and  nutrition 
of  the  embrvo,  arise  from  the  blastoderm. 

The  embryo  proj)er  arises  within  the  area  ix>llucida,  which 
l)ecomes  pear-shaped  its  the  embryo  forms;  the  remainder  of  the 
blastoderm   bevond   the   embrvo   is  extra-embrvonic.     From   it 

*  *  ft 

arise  the  embryonic  membranes  known  as  the  amnion,  chorion, 
and  yolk-sac.  The  allantois  (Fig.  .'^.3  B)  arises  as  an  outgrowth 
from  the  hind-gut  of  the  emV)ry(),  and  spreads  within  the  extra- 
embrvonic    bodv-<*avitv;   it    thus    l>ecomes   an   extra-embrvonic 

ft'  *  ^     '  ft' 

membrane  secondarily.  The  growth  of  the  embryo  and  of  the 
extra-embryonic  blastoderm  are  distinct,  though  interdependent, 
processes  going  on  at  the  same  time. 

During  the  first  four  days  of  development  the  blastoderm 
spreads  very  rapidly  (Figs.  IV2  and  3'^),  Thus  on  the  fourth  day 
(Fig.  33  A)  the  greater  ix)rtion  of  the  yolk  is  already  covered. 
Thereafter  the  overgrowth  of  the  \o\k  proceeds  much  more  slowly 
(cf.  Fig.  33  H).  In  the  opaque  area  there  arise, as  concentric  zones, 
the  area  vasculosa  distinguished  by  its  blood-vessels  and  the  area 
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vit«llina,  which  may  l)e  divided  into  inner  and  outer  zones 
(Figs.  82  and  33).  The  development  <»f  the  embryo  during  the 
same  |x>nod  is  indicated  in  the  same  figures. 
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Fic.  .S'J.  -  A.  lien's  v^jr  at  alKUit  tht?  twenty-sixth  hour  of  in('ul)ali()n,  to 
show  the  zones  of  the  lilastodenn  and  the  orientation  of  the  enihr^'o  with 
n*ferenee  to  the  axis  of  the  shell.     (.Vft^T  Duval.) 

H.  Yolk  of  hen's  ejrg  inrulmtcKl  aUnit  .30  hours  to  sliow  tlie  extent  of 
ovcTpniwth  of  the  hla.st(Klenn.     (AftiT  Duval.) 

A.  (■.,  Airehaniher.  a.  p..  Area  {x'llucida.  a.  v.,  An»a  vasculosii.  :i.  v.  e., 
Area  vitellina  externa,  a.  v.  i.,  An'a  vitellina  intcTua.  Y.,  I'ncovereci 
|x>rtiun  of  yolk. 


The  blastoderm  earlv  becomes  divided  in  two  lavers  as  far 
as  tlie  margin  of  the  vascular  area.  The  outer  layer,  known 
as  the  somatopleure,  is  continuous  with  the  body-wall,  which  is 
open  ventrally  in  the  young  eml)ryo.  The  inner  one,  known  as 
the  splanchnopleure,  is  continuous  with  the  wall  of  the  intestine 
which  is  likewise  ojx^n  ventrally.  The  space  between  these  two 
membranes,  the  extra-embrvonic  bodv-cavitv,  is  continuous 
with  the  iMxlv-cavitv  of  the  embrvo.  Tltimatelv,  the  sj)littin{j: 
of  the  blastoderm  is  carried  around  the  entiiv  volk,  so  that 
the  latter  is  enclosed  in  a  separate  sac  of  the  splanchnopleure, 
the  volk-sac,  which  is  conne<*ted  bv  a  stalk,  the  volk-stalk.  to  tlie 
intestine  of  the  embryo.  This  stalk  runs  through  an  (»|)ening 
in  the  ventral  lH)dv-wall.  the  umbilicus,  wheix*  the  amnion,  which 
has  develo|x>d  from  the  extra-<'mbrvonic  s(»matopleure.  joins  th<» 
body-wall  (Fig.  33  B). 

Alxiut  the  nineteenth  dav  of  incubation  the  volk-sac  is  drawn 
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into  the  biitlvH-iivity  through  the  niiiliilicii-s,  which  thoreiiiHin 
cUises,  Thp  yoiinp;  chick  u^iiinlly  hiitohes  on  tiie  twenty-first  day. 
Orientation.  It  is  :im  intorestin^  und  ini|Mirtant  fact  that 
the  eiiiliryo  a|>|iears  in  a  definite  relation  to  the  line  drawn  through 
tlie  axis  of  the  entire  efy;,  <)r  to  the  line  joining  thd  ba.seH  of  the 
two  ehalaxa',  which  is  usually  the  same  thing.  If  the  egg  1)C 
placed  as  in  Fig.  32  A,  with  the  bhint  enil  to  the  left,  the  head 
of  the  embryo  will  lie  foiinil  directed  away  from  the  oliscrver 
when  the  Mastoderm  is  alx)ve;  the  left  side  of  the  embryo  w 
therefore  towanls  the  hroud  end,  and  the  right  si<le  towanls  the 
narrow  end  of  the  egg.     According  to  Duval  this  iirientation  is 


ri.i.  :«.  -    A.  Y<.lk  of  lii-n-s  pkk  incuhiit.-l  S-l  ] rs.      lAflrr  Diivul.) 

H.  KtTil>r\-c>  :iiici  im-mlinttics  of  tlip  li.-ii"s  I'lri;  on  tin-  m-vi-ihIi  iliiv  of  incii- 

iKiiii.i..     lAri.T  Diiviil.) 

Al,.  AIIun(..i-..    All..,  Ariiiii..ii.    ;i,  v..  (in  Hi  An.:i   vilclliiiii.    K.,  Kiiil.r.vc. 

S.t..  Sinus  t<-rtiiiii:ili.s.      <II1ii-r  A1>l>r>-vi:ili><ns  i>s  in  l''ig.  :tJ. 

f.iuu.l  in  aliont  ItS.r, '^;  of  egus:  of  llifi  eggs  ol>servc-l.  in  wliich 
the  cniliryo  was  fornied,  l>iiv:il  found  121  iirientcd  exactly  in 
this  ni:iiiner.  M  in  whicli  the  nxis  of  the  enilirvo  w.-is  sliijhtlv 
..I.li-iue.  ■_>  in  wliich  the  hea.l  was  ti>war.is  the  l>n.;id  end,  aixl  'l 
ill  wliich  the  usual  i>..sili..n  was  coniplclcly  invcrtc.l.  In  the 
piircoii's  eirg  the  oriciitati<HL  of  the  enihryu  is  e.[UrLlly  d<'iinilc,  hut 
sli-htly  dilTcr.-ut.  The  axis  <,f  the  oiuliiyo  cui-;  the  axis  of  the 
eiitin'  cL'g  at  an  anslc  of  alHtuI  4r>°.  the  head  of  ihe  enihryo  being 
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directed  away  from  the  observer  to  the  right,  when  the  broad 
end  of  the  egg  is  to  the  observer's  left  as  in  Fig.  32  A. 

The  definiteness  of  orientation  of  the  embryo  with  reference 
to  the  axis  of  the  egg  enables  one  to  distinguish  anterior  and 
posterior  ends  of  the  blastoderm  before  there  is  any  trace  of  an 
embryo;  and  while  there  is  no  possibility  of  orientation  by 
examination  of  the  blastoderm  itself,  or  when  such  orientation  is 
otherwise  extremely  difficult.  By  the  method  of  orienting  the 
blastoderm  with  reference  to  the  axis  of  the  shell,  observers  have 
been  able  to  discover  important  features  of  the  early  development 
which  would  otherwise,  no  doubt,  have  escaped  observation 
The  relation  is  of  interest  in  other  respects  discussed  in  their 
appropriate  places.     (See  p.  15.) 

Chronology  (Classification  of  Stages).  The  development  of 
an  animal  is  an  absolutely  continuous  process,  but  for  purposes 
of  description  it  Ls  necessary  to  fix  certain  stages  for  comparison 
with  those  that  precede  and  those  that  follow.  Each  stage  has 
a  certain  position  in  the  continuous  process,  and  the  correct  ar- 
rangement of  stages  Ls  therefore  a  sine  qua  non  for  their  correct 
interpretation.  This  may  seem  a  very  simple  matter  seeing  that 
development  is  in  general  from  the  more  simple  to  the  more 
complex.  And  it  would  be  so  if  it  were  not  for  the  fact  that 
embryonic  stages,  like  the  adult  individuals  of  a  si)ecics,  vary 
more  or  less,  so  that  no  one  embryo  is  ever  exactly  like  another. 
These  embryonic  variations  involve  (1)  the  rate  of  development 
of  the  whole  embryo,  so  that  at  a  given  time  in  the  process  no 
two  embryos  are  in  exactly  the  same  stage;  (2)  the  relative  rates 
of  development  of  different  organs;  (3)  the  size  of  the  eml)ry(), 
for  embryos  of  the  same  stage  of  development  may  vary  some- 
what in  size. 

Although  the  total  i^eriod  of  incubation  is  fairly  constant  in 
the  hen's  egg,  about  twenty-one  days,  yet  there  is  great  variation 
in  the  grade  of  development  of  embryos  of  the  same  age,  esix^cially 
during  the  first  week.  This  is  due  to  two  main  factoi-s:  first, 
variation  in  the  latent  }3eriod,  that  is  the  time  necessary  to  start 
the  development  of  the  cooled  blastoderm  after  the  eg^  is  put 
into  the  incubator,  and  second,  to  variation  in  the  tem}ierature 
of  incubation.  Individual  eggs  may  vary  in  rate  of  develop- 
ment when  these  two  factoi-s  are  constant,  but  this  difTereme  is 
vely  slight.     Other  things  being  e(iual,  the   latent   i^riod 
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varies  with  the  freshness  of  the  egg;  it  is  relatively  short  in  eggs 
that  are  newly  laid,  and  long  in  eggs  that  have  remained  qui- 
escent some  time  after  laying.  It  is  obvious  that  the  latent 
period  will  form  a  more  considerable  portion  of  the  entire  time 
of  incubation  in  early  than  in  late  stages.  Hence  the  difficulty 
of  classifying  embryos,  particularly  in  the  first  four  or  five 
days  of  incubation,  by  period  of  incubation.  Eggs  procured  from 
dealers  usually  show  such  great  variations  in  degree  of  develop- 
ment, at  the  same  time  of  incubation,  that  it  is  quite  impossible 
to  grade  them  with  any  high  degree  of  accuracy  by  time  of  incu- 
bation. It  is  stated  also  that  the  rate  of  development  varies 
considerably  at  different  seasons,  other  factors  being  constant. 
But  this  has  not  l)een  found  to  be  a  serious  matter  in  my  own 
experience. 

Variations  in  temperature,  either  above  or  below  the  normal, 
also  seriously  affect  the  rate  of  development,  and  produce  abnor- 
malities when  extreme.  If  the  temj)erature  be  too  low,  the  rate 
is  slower  than  normal;  if  too  high,  the  rate  increases  up  to  a 
certain  point,  beyond  which  the  egg  is  killed. 

The  physiological  zero,  that  is  the  temperature  below  which 
the  blastoderm  undergoes  no  development  whatever,  has  been 
estimated  differently  by  different  authors.  Some  place  it  at 
about  2S°C.,  others  at  about  25°;  Edwards  j)laces  it  as  low  as 
20-21°  C.  At  the  last  temperature,  apparently,  a  small  ix»rcent- 
age  of  eggs  will  develoj)  in  the  course  of  several  days  to  an  early 
stage  of  the  primitive  streak,  but  most  eggs  show  no  perceptible 
development.  In  very  warm  weather,  therefore,  the  atmos- 
j)heric  temjx?rature  may  Ixj  sufficient  to  start  eggs.  The  follow- 
ing table  is  given  by  Davenj^ort  based  on  Fere's  work: 


Tenip<'raturo 

.S4° 

.So° 

,S(>° 

37°   ;w° 

39° 

40° 

41° 

Index  of  Developincnt 

0.()r) 

O.HO 

0.72 

1.00 

1.0() 

1.25 

1.51 

The  index  of  development  represents  the  pro}x>rtion  that  the 
average  development  at  a  given  temjx^rature  in  a  given  time 
l)ears  to  the  normal  development  (i.e.,  develoj)ment  at  the  normal 
temi)erature  for  the  same  time).  There  is  an  increase  in  the  rate 
uj)  to  41°;  a  maxinuirn  temi)erature,  which  cannot  Ik?  much 
alK»ve  41°,  causes  the  condition  of  heat-rigor  and  death. 

There  would  seem  to  he  no  better  wav  to  determine  the  normal 
temperature  for  incubation  than  by  measuring  the  tem]x?rature 


1 

2 

3 

4 

5 

102.2 

103.0 

ia3.5 

104.0 

103.8 

98.0 

100.2 

100.5 

100.5 

100.4 

6 

7 

8 

9 

10 

105.0 

104.6 

104.5 

105.0 

105.0 

101.0 

101.8 

102.5 

101.6 

102.0 

11 

12 

13 

14 

15 

104.8 

105.2 

104.5 

105.0 

105.2 

101.8 

102.2 

102.0 

102.5 

102.0 

16 

17 

18 

19 

20 

ia5.o 

104.0 

104.8 

104.5 

104.5 

103.0 

102.4 

103.0 

103.0 

103.0 
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of  eggs  incubated  by  the  hen  throughout  the  entire  period  of 
incubation.  This  has  l)een  done  very  carefully  by  Eycleshynier, 
who  finds  the  internal  temperature  of  such  eggs  to  \)e  as  follows: 

Day  of  incubation 
Temperature  of  hen 
Temperature  of  egg 

Day  of  incubation 
Temperature  of  hen 
Temperature  of  egg 

Day  of  incubation 
Temperature  of  hen 
Temperature  of  egg 

Day  of  inculmtion 
Temperature  of  hen 
Temperature  of  egg 

The  temperature  of  the  hen  is  seen  to  l)e  somewhat  higher 
than  that  of  the  eggs.  In  an  artificial  incubator  where  Ho  %  of 
the  fertile  eggs  hatched  on  the  twentieth  and  twenty-first  days, 
the  temperatures  were  as  follows: 

Day  of  inculwition  12  3  4  5 

Temperature  of  incubator         102.0  102.0  103.0  102.0  102.5 

Temperature  of  egg  99.5  100.0  101.0  100.5  100.5 

Day  of  incubation  6  7  8  9  10 

Temperature  of  incubator         103.0  102.5         102.0  103.0  103.5 

Temperature  of  egg  101.0  100.0  100.0  101.0  101.5 

Day  of  inculmtion  11  12  13  14  15 

Temperature  of  incubator         laS.O  103.5  104.0  103.5  104.0 

Temperature  of  egg  101.5  101.8  102.0         102.5  103.0 

Dfty  of  incubation  16  17  18  19  20 

Temperature  of  incubator        104.5         104.0  103.5  104.0  104.5 

Temperature  of  egg  103.0         103.0         102.5         102.5         103.5 

It  would  be  possible  then  to  establish  a  normal  rate  of  develop- 
ment, by  using  perfectly  fresh  eggs  incubated  at  a  normal  tem- 
perature. In  practice  I  have  found  that  the  times  given  in  Duval's 
atlas  are  approximately  normal,  and  these  are,  therefore,  adopted 
0O  far  as  given.  But  even  under  the  best  conditions  the  varia- 
tions are  sufficient  to  prevent  close  grading  of  stages  by  time  of 
incubation  in  the  first  three  days.  This  may  l^e  due  to  difTerences 
vie  of  development  at  the  time  of  laying,  owing  to  variu- 
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tions  in  the  time  of  development  in  the  oviduct  and  uterus,  or 
to  slow  development  before  incubation  in  warm  weather,  or  to 
individual  variation.  It  becomes  necessary,  therefore,  to  find 
some  other  system.  The  method  followed  by  a  considerable 
number  of  investigators,  namely  to  classify  by  the  numl)er  of 
somites,  has  been  found  to  be  best  between  about  the  twentieth 
and  ninety-sixth  hours  of  incubation.  In  the  table  which  follows, 
therefore,  this  method  of  classification  Ls  used.  For  the  sake 
of  brevity  throughout  the  book  a  stage  reckoned  by  the  number 
of  somites  will  be  written  1  s,  2  s,  3  s,  etc.  It  is  true  that  the  rela- 
tive rate  of  the  development  of  organs  varies  slightly.  Never- 
theless, classification  by  numl)er  of  somites  is  unquestionably 
the  most  exact  method  up  to  the  end  of  the  fourth  day  at  least. 
Beyond  this  stage  the  method  is  difficult  to  apply,  and  after 
about  the  sixth  day  the  number  of  somites  becomes  constant. 
After  the  fourth  day  the  time  of  incubation  is  usually  a  suffi- 
ciently exact  criterion  for  most  purposes:  the  latent  period  has 
l)ecome  a  relativelv  inconsiderable  fraction  of  the  whole  time 
of  incubation,  and  the  embryos  that  survive,  assuming  fresh  eggs 
and  normal  temjx^rature  of  incubation,  are  in  about  the  same 
stage  of  development. 

Classification  of  embryos  ])v  length  is  a  favorite  method 
particularly  in  (lermany,  and  it  offers  many  advantages  in  the 
case  of  some  animals;  under  manv  conditions  it  is  the  onlv  avail- 
able  method.  But  it  offei"s  consiilerai)le  difficulties,  the  most  seri- 
ous of  which  come  from  the  varying  degrees  of  curvature  of  the 
embryo.  In  early  stages  of  the  chick,  for  instance,  up  to  about 
12  s,  the  total  length  of  the  embryonic  axis  may  be  measured, 
for  the  embryo  is  approximately  straight.  The  cranial  flexure 
then  begins  to  api)ear,  and  slowly  increases  to  a  right  angle; 
during  this  |x^riod  there  may  l>e  an  actual  reduction  in  lengtli 
of  the  embryo  (cf.  table,  14-l()s).  Conditions  are  also  compli- 
cated by  the  fact  that  the  heatl  of  the  embryo  is  turning  on  its 
left  side  at  the  same  time.  The  cervical  flexure  then  api)eai*s 
and  causes  a  second  i-eduction  of  the  total  length  (cf.  table  20- 
♦V2s).  Later  still  the  curvature  of  tlie  trunk  and  particularly 
of  the  tail  develoi>s  in  somewhat  varying  degrees  and  makes 
l)a<l  mattei's  woi-se.  After  these  flexures  are  formed,  let  us  sav 
at  about  eightv  houi-s  in  the  cliick,  it  is  customarv  to  take  the 
so-called  neck-tail  meiL^urement,  that  is.  fn)m  the  cervical  flexure 
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to  the  apex  of  the  tail  flexure.  But  even  then  it  is  questionable 
if  this  measurement  is  as  accurate  a  means  of  classification  as 
the  age  of  normally  incubated  embryos;  particularly  as  the  cer- 
vical flexure  is  secondarily  eliminated  by  raising  of  the  head. 
It  is  probable  that  the  measurement  from  the  tip  of  the  head  to 
the  apex  of  the  cranial  flexure  (head-length)  would  Ix?  best  for 
classification  of  chick-embryos  by  measurement.  This  dimen- 
sion may  be  readily  taken,  after  the  cranial  flexure  begins, 
throughout  the  entire  period  of  incubation.  However,  it  has 
been  relatively  little  used  up  to  the  present  time. 

The  following  tables  give  the  chronology  of  development  up 
to  the  end  of  the  fourth  day,  the  period  usually  covered  in  labo- 
ratory courses.  For  the  later  chronology  the  student  is  referred 
to  Keil)el  and  Abraham's  Normaltafeln  yaxt  Entwickelungsge- 
schichte  des  Huhnes  (Gallus  domesticus),  Jena,  Gustav  Fischer, 
1900.  In  the  various  chapters  of  Part  11,  the  later  chronology 
of  the  various  organs  is  given  here  and  there  throughout  the  text. 
It  is  believed  that  these  references  will  l)e  sufficient  on  the  whole 
to  enable  the  student  to  determine  what  embrvos  to  select  for 
the  desired  stage  of  most  organs.  The  tables  have  l)een  made 
practically  continuous  from  1  s  up  to  41s,  because  these  cover 
the  period  of  development  in  which  the  primordia  of  most  organs 
are  formed.  They  have  been  constructed  mostly  from  entire 
mounts.  The  corresponding  tables  in  Keibel  and  Abraham's 
work  are  noted  by  numl)er  in  the  right-hand  column. 

Chronological  Tables  of  the  Development  of  the  Chick 

I.  Before  Laying: 

1.  Maturation   and   fertilization;  found   in   the  oviduct  above  the 

isthmus. 

2.  Early  cleavage  up  to  about  44  sui)erficial  cells  found  in  the  isth- 

mus of  the  oviduct  during  the  formation  of  the  shell-membrane 
(Kolliker). 

3.  Later  cleavage,  formation  of  periblast  and  entoderm,  etc.,  found 

in  the  uterus  up  to  time  of  laying. 
Data  for  the  pigeon  given  in  Chapter  II ;  see  legends  to  figures. 

II.  Incubation  to  Formation  of  the  First  Somite: 

The  period  may  be  divided  in  three  parts:  (1)  before  the  appearance 
of  the  primitive  streak;  (2)  primitive  streak  formed  but  no  head  process; 
(3)  after  the  appearance  of  the  head-process.     These*  stages  may  be  sub- 
kI  by  time  or  by  length  of  the  primitive  streak. 


CHAPTER  IV 

FROM  LAYING  TO  THE  FORMATION  OF  THE  FIRST 

SOMITE 

I.    Structure  of  the  Unincubated  Blastoderm 

There  is  more  or  less  variation  in  the  stage  of  development 
of  unincubated  blastoderms;  in  exceptional  cases  these  variations 
mav  be  extreme.  However,  the  usual  condition  niav  te  descril)ed 
very  briefly  as  follows  (see  Fig.  84):  lieneath  the  pellucid  area 
is  the  subgerminal  cavity  bounded  marginally  l>y  the  germ-wall. 
The  posterior  part  only  of  the  jx^llucid  area  is  tw-o-layered.  The 
lower  layer  or  gut-entoderm  terminates  posteriorly  at  the  germ- 
wall,  with  which,  however,  it  is  not  united.  It  is  composed  of 
spindle-shafx^d  cells  which  form  a  coherent  layer,  jx^rforated  by 
numerous  small  openings  that  appear  as  breaks  in  the  layer 
in  section.  In  front  of  the  gut-entoderm  a  few  scattered  cells 
apix?ar  in  the  subgerminal  cavity.  The  gut  entoderm  does  not 
reach  the  germ-wall  either  laterally  or  anteriorly,  but  in  the 
course  of  a  few  hours'  incubation  it  spreads  so  as  to  unite  with 
the  germ-wall  around  the  entire  margin  of  the  jwUucid  area. 

The  germ-wall  is  slightly  thicker  at  the  jX)sterior  than  at  the 
anterior  end,  that  is  to  say,  that  the  nuclei  extend  dee}x^r  into 
the  yolk  (Fig.  34).  There  is  a  broad  zone  of  junction  and  l)eyond 
this  the  margin  of  the  bhistoderm  overlai^;  the  yolk  a  short  dis- 
tance. The  germ-wall  has  not  yet  Ixjcome  organized  as  a  layer 
separate  fn)m  the  yolk. 

The  ectoderm  is  thicker  in  the  region  of  the  area  pellucida 
than  in  the  area  opaca;  and  slightly  thicker  in  the  center  than 
at  the  margin  of  the  area  jx^Uucida.  This  thickening  is  in  part 
the  forenmner  of  the  medullary  plate. 

II.     The  Primitive  Streak 

Total  Views.  The  primitive  streak  apjx^ai's  early  on  the  fii*st 
day  of  incubation  as  an  elongated  slightly  oj>aque  band  <><'cuj)ying 
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the  posterior  half  or  two  fifths  of  the  cin-nlar  pellucid  area  (Imr. 
35  B).  It  Is  relatively  narrow  in  front  and  widens  jxisteriorly, 
where  it  Ls  at  the  same  time  less  dense.  Its  anterior  end  usually 
lUies  not  qtiite  reach  the  center  of  the  pelliirid  area.  It  rapidly 
increases  in  length;  the  anterior  end  appears  to  Ik  practically  a 
fixe<l  point,  aiitl  growth  takes  place  iH)steriorly  probaWy  not  by 
addition,  but  lietween  the  two  ends.  The  posterior  lialf  of  the 
Ijellucid  area  elongates  sinniltaneously,  keeping  j)ace   with   the 


Km.  ;t.i,  —  Surfiur  vU-ws  ,>(  t<x„  sdijics  <if  lln-  hksliKlmn  of  tlx' 
Ihi-  s)inrrou'.     i.Aflpr  Stliiiuinsliiml.) 

A.  IMfiri'  IIh-  apiN'Hrancr  of  Ihi-  priiiiilivc  Mtn-nk. 

B.  Tlic  nrat  apiH-uTniicr  »f  tlic  pnttiltivc  slrciik. 

u,  II.,  .\rcii  ufiacii.     ii.  )>.,  Ari'U  iN'lliicidii.     I'jil.  Tli.,  Tliicki'iiiiii 
IihIitiii.     pr.  str,  I*rirHilivp  Ntniik. 

primitive  streak  which  lies  cntiivly  within  it  in  tlie  ch 
must  other  liird.-i.  Tims  the  area  |X'lhici<hi  Ix-ciimcs  uv 
IH'ar-.-!ha|)e<l,  and  the  primitive  streak  bisects  the  greater 
its  length  (Figs.  :r..  Uli.  4^.  etc.). 

AcTiirdiiiR  ti)  K<i!lcr  ilic  )iritiiiiivi'  slrc:ik  takes  its  iirigin 
cn'scciilii'  iirca  at  tlic  p<i!<1.'ri<>r  tiiiirgiii  nf  tho  ]ii'l)ii('id  iircii.  v 
Icrms  lhi>  sii'kl.\  Tho  priiiiitivp  sirnik  aii|wars  as  a  jiroccss  ex 
f-rward  fr..in  the  .-■■titer  ..f  the  nekl.-.  an.!,  as  it  gruws  f.irw; 
laterJ  horns  of  the  sickle  an-  gradually  taken  into  its  {H.sti'ri 
Kollcr's  olfsiTvatioiis  and  iiilerpn-Iatii.iis  liave  ant,  however.  In 
lirnicil  by  slil>s«'<]iieiil  iiivcslig:itiirs  ami  they  wmild  ap[«>ar  1" 
rather  exi-cpt ional  iitid  iiicssetitial  eoiidilinas. 
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Fio.  ;f6.  —  A.  IntermcUiulo  Btnge  of  the  (oimatioii 
of  the  primitive  streak  of  the  sparrow.     (Aftor 
Schuuiiisland.) 
B.  Fully  fnrnied  primitive  streak  of   tbc  npur- 

row.     (After  Sohaiiinsland,) 

a.  n.,  Area  opaca.     a.  p.,  Area  pelluciila.     Ent. 

Th.,  Thickening  of  entoderm.     Men.,  Mesoderm. 

pr.  f.,  IMniitive  fold,     pr,  ftr..  Primitive  groove. 

pr.  p.,  Primitive  pit.     pr,  titr.,  Primitive  streak. 

s.  gT;  Sickle  (jroove. 

first  the  surface  of  the  primitive  streak  is  oven,  Init.  as 
igiitpa,  a  gnmve  appears  ilown  its  renter.     This  gnmvr  is 

an  the  primitive  groove:  it  is  boumled  l)y  the  primitive 
inil  teriDiiintes  abniptly  in  front  in  a  pit.  the  primitive 
hieli  eorFosponds  tfl  the  neiirenteric  eanal  of  otlier  veite- 
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brates  (Figs.  35,  36,  44,  etc.).  The  primitive  groove  does  not 
involve  the  extreme  anterior  end  of  the  primitive  streak,  which 
forms  a  little  knot  in  front  of  it,  the  primitive  knot  ("Hen- 
sen's  knot").  The  posterior  end  of  the  primitive  streak  termi- 
nates in  an  expansion  which  is  not  very  obvious  in  surface  view, 
and  hence  is  not  usually  described;  it  may  be  called  the  primitive 
plate  (Figs.  36,  44  A,  44  B,  etc).  In  some  cases  the  primitive 
streak  and  groove  are  bifurcated  at  the  posterior  end  (Fig.  44  B). 
The  primitive  streak  is  the  first  clear  indication  of  the  axis  of  the 
embrvo. 

The  neurenteric  canal  is  a  canal  that  connects  the  posterior  end  of 
the  central  canal  of  the  neural  tube  with  the  intestine.  It  arises  from 
the  anterior  end  of  the  primitive  mouth,  and  is  typically  developed  in 
Selachia,  Amphibia,  reptiles,  and  some  birds  (e.g.^  duck,  goose,  Sterna, 
etc.).  It  lx»gins  in  the  primitive  pit  and  extends  forward  into  the  head- 
process  (p.  80).  Subsequently  the  primitive  pit  becomes  surrounded  by 
the  medullar}'  folds,  and  thus  oi)ens  into  the  neural  canal.  An  opening  is 
later  formed  through  the  entoderm  so  that  the  definitive  canal  connects 
neural  tube  and  hind-gut.  In  the  chick  the  neurenteric  canal  is  never 
typically  (leveloi)ed.  Usually  it  is  represented  only  by  the  primitive  pit. 
In  exceptional  cases  I  have  found  traces  of  it  in  the  head-process. 

The  so-called  head-process  appears  in  front  of  the  primitive 
knot  (Fi^s.  36  B  and  44  B).  In  surface  view  it  appears  not  unlike 
the  primitive  streak  itself,  but  is  fainter  and  less  clearly  defined. 
It  is  continuous  with  the  primitive  streak  at  the  primitive  knot, 
but  its  axis  is  usually  a  little  out  of  line  with  the  axis  of  the  primi- 
tive streak. 

Figs.  35  and  36  exhibit  four  stages  of  the  development  of 
the  primitive  streak  of  the  sparrow  (after  Schauinsland).  The 
<larker  area  in  the  anterior  part  of  the  area  jx^llucida  is  caused 
by  a  thicker  region  of  the  entoderm  which  in  the  course  of  time 
l)ecomes  of  uniform  thickness  with  the  remainder.  It  will  be  ob- 
served that  the  primitive  streak  arises  entirely  within  the  area 
jx^iiucida  (Fig.  35  B).  In  later  stages  its  ix)sterior  end  is  bifurcated 
(Figs.  36  A  and  B),  and  we  have  the  apix^arance  of  a  sickle  some- 
what similar  to  Roller's  (lescrii)tion  for  tlie  chick.  The  primitive 
groove  l)egins  near  the  anterior  end  of  the  j)rimitive  streak  in  an 
esfx^cially  deep  pit  just  behind  the  primitive  knot,  and  extends 
back  the  entire  length  of  the  primitive  streak  into  the  horns  of 
the  sickle.     The  head-process  is  barely  indicated  in  Fig.  36  B. 


74 


THE  DEVELOPMENT  OF  THE  CHICK 


The  later  history  of  the  primitive  streak  is  illustrated  in  Figs. 
44,  51,  61,  65,  etc.:  the  embryo  arises  in  front  of  it  around  the 
head-process  as  a  center;  the  anterior  end  of  the  primitive  streak 
marks  the  hind  end  of  the  differentiated  portion  of  the  embryo. 
As  the  embryo  grows  in  length  the  primitive  streak  decreases  (cf. 
measurements  in  table),  until  finally,  when  the  completion  of  the 
embryo  is  indicated  by  the  formation  of  the  tail-fold,  the  primi- 
tive streak  disappears.  The  primitive  knot  and  primitive  pit 
occupy  its  ianterior  end  at  all  stages,  and,  as  the  emVjryo  differen- 
tiates from  the  anterior  end  of  the  primitive  streak,  the  primitive 
pit  must  be  regarded  as  moving  back  along  the  line  of  the  primi- 
tive groove,  always  representing  its  anterior  end. 

Sections.  The  preceding  sketch  of  the  superficial  appearance 
of  the  primitive  streak  must  now  be  followed  by  a  careful  exami- 
nation of  its  structure  and  role  in  the  development. 


^au'>- 


Fio.  37.  —  Three  sections  through  the  primitive  streak  of  a  sparrow  at  a 
stage  interme<iiate  l)etween  Figs.  35  and  36.     x  230.     (After  Schauinsland.) 

A.  In  front  of  the  primitive  streak. 

B.  Through  the  anterior  end  of  the  primitive  streak  (primitive  knot). 

C.  About  through  the  center  of  the  primitive  streak. 

All  recent  authors  are  agreed  that  the  primitive  streak  owes 
its  origin  to  a  linear  thickening  of  the  ectoderm,  from  which  cells 
are  proliferated  l^tween  the  ectoderm  and  the  entoderm,  forming 
a  third  layer,  the  mesoderm.  Figs.  37  A,  B,  C  show  three  trans- 
verse sections  through  a  blastoderm  of  the  sparrow  slightly  more 
advanced  than  the  stage  shown  in  Fig.  85  B.  The  first  section 
is  just  in  front  of  the  primitive  sti-eak.  The  ectoderm  is  thick 
in  the  center  and  thins  gradually  toward  the  margin  of  the  area 
pellucida.l)ecoming  decidedly  thin  in  the  region  of  the  area  opaca. 
The  thin  entoderm  of  tlie  area  pellucida  unites  peripherally  with 
the   thick   yolk-sac   entoderm   of  the   area  opaca.     The   second 
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section  passes  through  the  anterior  end  of  the  primitive  streak; 
the  ectoderm  is  greatly  thickened  (primitive  knot);  the  base- 
ment membrane  is  interrupted  below,  and  the  lowermost  cells 
are  becoming  loose.  The  third  section  is  through  a  more  pos- 
terior portion  of  the  primitive  streak.  The  proliferation  from 
the  ectoderm  is  more  extensive,  the  cells  are  looser  and  arc  begin- 
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Fto.  38.  — Tmnsversc  seclitins  through  n  vpry  short  [jriTiiitivc  strcnk  (if  the 
chick.     InFubated   17^  hours;  nu  hefld-proeess. 

A.  Through  the  anterior  end  of  the  primitive  stretik  (primitive  knol). 
Meeotlvmial  cells  are  being  prohferaled  from  the  ectodermal  thickening; 
aamc  are  scatl<'red  lietwi-en  the  two  primary  germ  layers.  The  entoderm 
^oWB  no  proliferation,  though  some  mesoderm  cells  are  adhering  to  it. 

B.  Fourteen  aectionu  posterior  to  A.  (Entire  length  of  the  primitive 
streak  is  80  seetions.)  The  mesoblast  winiTB  are  forming:  the  priDiitive 
groove  And  primitive  folds  are  Indicated.  The  entoderm  m  free  from  the 
mmodcnn. 

E*t.  Ectoderm.  Ent..  Eiitoiicrm,  Mes.,  Mesoderm,  pr.  f.,  Primitive 
fold,     pr.gr.  Primitive  groove,     pr.  Iin..  Primitive  knot. 


ning  to  spread  out  laterally.  The  entoderm  is  a  contiiiiions 
membrane  without  any  connection  with  the  primitive  streak, 
and  there  are  no  cells  between  ectoderm  and  entoderm  save  those 
derived  from  the  primitive  streak. 

FigB.  38  A  and  B  show  the  structure  of  the  primitiTC  streak 
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of  the  chick  at  a  more  advanced  stage,  but  before  the  formation 
of  the  head-process.  Sectioas  in  front  of  the  primitive  streak 
show  no  cells  l)etween  ectoderm  and  entoderm.  In  the  region 
of  the  primitive  knot  (A)  the  ectoderm  is  greatly  thickened. 
forming  a  projection  above  and  Vx^Iow.  Colls  become  detached 
from  the  lower  surface  of  the  ectoderm,  and  are  converted  into 
migratory  cells  F)etween  the  two  primary  layers.  Immediately 
behind  the  primitive  knot  the  primitive  groove  begins  abruptly: 
it  Ls  the  seat  of  active  proliferation  from  the  lower  layer  of  the 
ectoderm,  and  the  cells  migrate  out  laterally  forming  wings  of 
cells,  which  do  not,  however,  reach  the  area  opaca  (Fig.  3S  H). 
Conditions  are  very  similar  along  the  entire  length  of  the  primitive 
streak  at  this  time;  l)ut  near  the  ix)sterior  end  a  few  cells  of  the 
mesoderm  reach  the  area  opaca  and  begin  to  insinuate  themselves 
between  the  (»ct()derm  and  the  germ-wall.  There  is  no  evidence 
at  any  place  tliat  any  of  the  mesoderm  cells  are  derived  from  the 
entoderm.  The  axial  thickening  of  the  j)rimitive  groove  comes  in 
contact  with  the  entoderm  and  aj)|x^ars  in  places  fused  to  it. 

Figures  'M)  A  10  repr(\s(»nt  five  sections  through  the  head-j)rocess 
and  primitive  streak  of  a  chick  em])ryo  at  a  time  when  the  head- 
process  is  still  very  short.  The  fii'st  section  tlirough  the  head- 
process  is  (lescri])(»(l  ])eyond.  H  is  through  the  primitive  knot; 
the  ingrowth  of  cells  is  more  extensive  than  in  the  preceding 
stage  and  it  will  be  o])served  that  they  are  now  fused  with  the 
entoderm,  so  that  the  latter  no  longer  apjx^ai's  as  a  distinct  layer. 
C  is  through  the  primitive  groove  near  its  anterior  end.  1)  is  a 
little  Iwhind  the  center  of  the  primitive  groove,  and  K  is  through 
the  primitive  plate.  Behind  the  center  of  the  primitive  streak 
the  entoderm  is  again  free  (D).  It  will  l)e  observed  that  the 
area  of  pn)liferation  in  the  primitive  plate  is  very  wide. 

Fio.  .'W.  -  -  Five  sections  through  the  head-process  ami  primitive  streak  of  a 
chick  embryo.     The  liead-process  is  v(Ty  short. 

A.  Through  the  hea(l-proc<»ss,  now  fu.sed  to  the  entoderm. 

B.  Thmngh  the  primitive  knot. 

C.  Thrt)Uffh  the  anterior  end  of  the  primitive  groove. 
I).  A  little  Miiml  the  ct^nter  of  the  primitive  stn^ak. 
K.  Through  the  primitive  jilate. 

Tho  totnl  n\iml>er  of  nections  through  the  head-process  and  primitive 
Btmik  of  this  soricH  is  1(12.  B.  is  4  s<H»tions  l>ehind  A.  C.  is  12  s*»ctions  Miind 
A.     I),  is  .W  sections  l>ehind  A.     E.  is  87  sections  lx»hind  A. 

V)ct.,  l'>t«Menn.     Ent.,  Entoderm.     G.  \V.,  rierm-wall.      H.    Pr.,  Head- 
ftriHW.     nunl.  pi..  M(Hiullar>'  niate.     Mes.  Mesohhist.      pr.  f.  Primitive  fold 
jW.  ftf..  l*ri»«tivcgrtH>ve.     pr.  kn..  IVimitive  knot.      pr.  p!.,  Primitive  ]>late. 


few-/;  ;v^A-''!;=*«7l 


78        THK  DKVKLOPMEXT  OF  THE  CHICK 

The  mode  of  origin  of  the  mesoderm  of  birds  has  he<Mi  a  ver\'  puzzling 
(luestion  as  is  proved  by  the  numerous  views  that  have  been  in  vogue 
from  time  to  time.  ()ii(»  of  the  earliest  views  was  that  the  mesod<*nn 
arose  by  splitting  of  the  primary  entoderm  (Hemak).  This  vi(»w  sur- 
vives in  part  even  at  the  prestMit  time  (m<»soblast  of  the  opacjue  area). 
Jialfour  believe<i  that  the  mesoblast  in  the  n»gion  of  the*  embryo  "ori- 
ginat-es  as  two  lat<»ral  plates  split  off  from  tlie  primitive  hypobhist,"  and 
that  the  primitive  stn^ak  mesoblast  is  extraH^mbrvonie,  or  at  most  enters 
into  the  formation  of  mesol)last  of  the  extrf»me  hind  end  of  the  embrvo 
(allantois  mesoblast  in  part).  This  view  is  found  in  the  "Elements  of 
p]mbryology"  of  Foster  and  Jialfour.  A  third  vi<'w,  now  of  liL^torieal 
interest  only,  was  that  the  mesobhist  eells  arost*  i)eriph(»rally  and  mi- 
grat^nl  between  the  two  primary  germ-lay(»rs  ( P(Temesehko,  (i(M»tte). 
The  latter  author  even  att<»mpted  to  derive  the  primitive*  streak  from 
an  aggregation  of  such  inwandering  eells.  The  view  that  the  primitive 
streak  aristvs  as  a  thiek(»ning  of  the  ectoderm  and  that  it  is  the  sounv 
of  all  the  mesoderm  was  first  stated  by  Ki)lliker,  and  has  bei»n  accept(»<l 
by  Hertwig,  Rabl,  and  many  others.  It  may,  indeed,  Im»  regarded  as 
definitely  establisluMl  for  th(»  <»mbryonic  mesoblast.  Others,  how(»v(»r, 
l)elieve  with  His  that  the  mesoblast  of  the  opaciue  an»a  aris<\s  by  delam- 
ination  from  the  germ-wall;  this  (juestion  is  diseasscMi  beyond.  It  should 
also  bt»  noted  that  it  is  probable  that  the  primitive  embryonic  mesoblast 
is  suppleHicntcMi  in  certain  n»gions  at  later  stages  by  cells  proliferated 
fnmi  both  entoderm  and  ectoderm,  particularly  in  the*  region  of  the 
head.     (>'ee  pp.  IH),  117.) 

In  early  stages  of  the  j)riniitivp  sti-oak  the  meso])last  cells 
are  relatively  sparse  and  ])ear  every  ap|)earance  of  migrating 
separately.  Hut  as  the  ingrowth  pn>git»sses  and  the  cells  l)econie 
more  numerous,  the  mesoderm  Iweomes  converted  into  coherent 
plates.  These  are  wedge-shaj)ed,  the  central  broad  ends  fuse<l 
with  the  primitive  streak  and  the  narrow  margins  extending 
laterally  (Figs.  40  A,  B,  C).  They  soon  overlap  the  margin  of 
the  opaque  area  and  thus  is  pn)duced  a  thive-laycrcMl  portion  of 


Fia.  40.  —  Three  transvcrHo  mictions  of  a  late  stage  ( corn 'sponc ling  to  about 
Fig.  44  B),  through  the  head-pnx;essan<l  primitive  stn>uk  of  a  chick  embryo. 

A.  Near  the  hind  end  of  the  hea<l-]>rocess. 

B.  Through  the  primitive  pit. 

C.  A  short  distance  behind  the  center  of  the  primitive  8tn»ak.  The  region 
between  the  lines  A-A  and  B~B  is  n^presentcHl  inider  a  hiirh  niairiiification 
in  Fiff.  41. 

Bi.  I.,  Blood  island,  coel.  Mes.,  (*oelomie  niewiblast.  Krt..  Kctcxlerni. 
Ent.,  Entoderm.  G.  W..  Germ-wnll.  nuKl.  pi..  Mediillar>'  phite.  M<>s..  Meso- 
derm. N'ch.,  Notochonl.  pr.  f.,  IVimitive  fold.  j)r.  gV.,  Primitive  gnx.ve. 
pr.  p..  Primitive  pit. 
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the  latter  which  coniesponds  to  the  future  vawiiliir  iiroa.  The 
ttiesnbluHt  Ki^'ws  out,  not  only  from  the  sides  of  the  hoaii-priK-ess 
iimi  ()riuiitivc  ^trojik,  but  also  from  the  hind  end  of  the  latter. 
that  is  from  the  primitive  plate.  The  mesobliist  thus  extends  into 
the  opaque  area  liehint!  the  embryo  at  a  very  early  stupe  (I'ijrs. 
42  and  44).  This  part  of  the  mewoblnst  is  homologous  with  Ihc 
mesobla»t  iif  the  ventral  lip  of  the  blasto|X)rc  of  reptiles  and 
amphibia,  and,  like  it,  is  the  Tirst  place  of  formation  of  blood. 

The  primitive  pivove  must  \k  regarded  aa  an  expre.ssion  of 
the  forces  of  invagiuation  of  the  mesoblast,  and  the  priniiiive 
foKls  as  the  li[)s  of  this  invjigination. 


Fifl.  41.  'Hie  jiart  irf  Uii-  i 
B-B  iiiuro  lii(;]ily  iii»jctiifi>-i 
Ahbrc  via  lions 


i>  KiK-  4()(\  hflHC'ii  A  A  !i 


Fig.  40. 


The  Head-process,  Two  RtnfK'!<  of  the  hoad-proccss  are  shown 
in  tranvcree  section  a  short  distance  in  front  of  the  primitive 
knot  in  Figs.  39  A  and  40  A.  It  consists  of  a  thicker  central 
ma»8  of  cells  with  lateral  wings;  the  central  pail,  or  priniordiTim 
of  the  notochonl.  i.i  continuous  posteriorly  with  the  axis  of  the 
primitive  streak  (Fig.  42);  the  lateral  wings  are  mesoblast  and 
they  are  continuous  |xisteriorly  with  the  mesoblast  wings  of  the 
primitive  streak.  The  heatl-process  Ix-cnmes  inseparalily  fused 
with  the  entoderm  in  the  miiidle  line  immediately  after  its  foruui- 
tion;  and  this  fusion  is  rontimied  back  along  the  axis  of  the 
primitive  streak  (Figs.  3ft  and  40).  The  fusion  is  [)articular]y 
intimate  and  persistent  at  the  extreme  anterior  end  of  the  licad- 
process;  behind  this  point  the  notochord  and  entoderm  soon  sepa- 
rate again  in  the  coiime  of  development,     Itui  the  anterior  end 
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of  i\uf  noUH'Mord  iY;mains  attached  to  the  entoderm  for  a  consid- 
erable fir;riod  after  the  formation  of  the  head-fold.  A  longitudinal 
Merrtion  HbowH  the  head-proce«8  as  an  appendage  to  the  anterior 
end  of  tlie  primitive  Ktreak,  or  the  primitive  knot  (Fig.  42 1. 


jn.  n. 


m.n. 


¥ui.  4H.  Diu^ranm  to  iUuHtrate  the  theory  of  concrescence  as  applied  to 
the  primitive  streak  of  the  hinl.  The  central  area  Iwunded  by  the  broken 
Iin(*  reprewMitH  th<»  (K'Hucid  an»a;  external  to  this  is  tlie  area  opaca,  showing 
OH  concentric  zones  the  j(erni-wall  (C5.  W.),  the  zone  of  junction  (Z.  J.), 
and  the  margin  of  overj^rowth  (M.  ().).  m.  n..  Marginal  notch.  For  de- 
Hcription  w»e  t<»xt. 

The  nioHt  <)])vi()us  interpretation  of  the  head-process  is  as 
an  outgrowth  from  the  primitive  knot.  But  another,  and  more 
probable  interpretation  in  view  of  all  the  facts,  is  that  the  head- 
proccHH  iH  a  later  stage  of  the  anterior  end  of  the  primitive  streak; 
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that  a  gradual  separation  of  the  ectoderm  takes  place  in  the 
axis  of  the  primitive  streak  beginning  at  the  anterior  end,  and 
progresses  posteriorly.  That  part  in  which  the  ectoderm  is 
separated  represents  the  head-process;  it  has  therefore  the  same 
composition  as  the  primitive  streak,  except  that  the  ectoderm 
has  l)ecome  independent. 

Interpretation  of  the  Primitive  Streak.  The  discussion  of  the 
significance  of  the  primitive  streak  involves  two  part«:  (1)  its 
morphological  significance,  and  (2)  its  role  in  the  formation  of  the 
emhr>'o.  The  first  question  involves  knowledge  of  comparative 
embryology,  which  is  not  assumed  for  the  purposes  of  this  book, 
and  it  will  therefore  be  considered  verv  brieflv.  The  fundamental 
relations  of  the  primitive  streak  must  define  its  morphological 
interpretation;  the  first  thing  to  Ix?  noted  is  that  the  germ-layers, 
more  especially  the  ectoderm  and  mesoderm,  are  fused  in  the 
primitive  streak;  second,  the  differentiated  part  of  the  embryo 
is  formed  in  front  of  it;  third,  the  neurenteric  canal  occupies  the 
anterior  end  of  the  primitive  streak;  fourth,  the  anus  forms  at  its 
posterior  end.  Now  these  characters  are  exactly  those  of  the 
blastoix)re  or  primitive  mouth  of  lower  vertebrates,  that  is  of  the 
aperture  of  invagination  of  the  archenteron.  For  these  reasons, 
and  l)ecause  in  all  other  essential  respects  the  jmmitive  streak 
corresjx)nds  to  the  blast()j)ore.  it  must  be  interpreted  as  the  homo- 
logue  of  the  latter.  It  is  to  ]>e  regarded,  therefore,  as  an  elongated 
bhistopore,  and  the  primitive  groove  as  a  nidimentary  archenteric 
invagination. 

This  interpretation  raises  the  question  as  to  its  relation  to 
the  original  marginal  area  of  invagination  of  the  entoderm.  Can 
these  two  things  Ixj  really  difTerent  stages  of  the  same  thing? 
The  concrescence  theory  gives  a  theoretical  basis  for  their  iden- 
tification. It  will  be  remembered  that  the  margin  of  invagina- 
tion represents  a  small  section  of  the  margin  of  the  primitive 
blastoderm  in  the  pigeon,  and,  by  inference,  in  the  chick  also. 
The  remainder  of  the  margin  where  the  zone  of  junction  jx^i-sists 
is  the  margin  of  overgrowth.  Now  we  assume  that  the  closure 
of  the  original  marginal  area  of  invagination  proceeds  by  con- 
crescence or  coalescence  of  its  lips,  l)eginning  in  the  middle  line 
l)ehind.  thus  producing  a  sutui-e  which  is  the  beginning  of  the 
primitive  streak.  I^et  the  above  circles  (Fig.  43)  represent  the 
blastoderm  in  four  stages  of  closure  of  the  original  area  of  invag- 
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ination.  The  shaded  margin  represents  the  zone  of  junction,  the 
unshaded  portion  of  the  margin  represents  the  area  of  invagina- 
tion of  the  entoderm.  The  dotted  contour  represents  the  margin 
of  the  pellucid  area.  In  A  the  middle  of  the  area  of  invagination 
is  marked  1,  and  corresiX)nding  points  to  the  right  and  left  2,  3, 
and  4.  In  diagram  B  it  is  supposed  that  the  margin  of  invagina- 
tion is  turned  forward  at  1,  and  that  the  lateral  portions  are 
brought  together  as  far  as  2,  thus  producing  a  suture  in  the  middle 
line  1-2  continuous  with  the  margin  8-4.  The  zone  of  invagina- 
tion is  corres|X)ndingly  reduced  in  extent  and  the  zone  of  junction 
increased.  In  diagram  C  the  lateral  lips  of  the  zone  of  invagina- 
tion are  represented  as  completely  concresced,  thus  producing  a 
median  suture  1,  2,  3,  4,  extending  through  the  posterior  half 
of  the  area  pcllucida  to  the  margin.  The  zone  of  jimction  is 
on  the  pinnt  of  closing  l)ehind  the  line  of  concrescence  whidi  is 
the  primordium  of  the  primitive  streak.  In  diagram  i).  finally, 
the  opaque  area  has  closed  in  Ix^hind  the  line  of  concrescence 
which  occupies  the  hinder  half  of  the  i)ellucid  area. 

To  apply  this  theory  to  the  actual  data  of  the  development, 
it  is  only  necessary  to  assume  that  the  entoderm  separates  from 
the  ectoderm  along  the  line  of  concrescence,  and  that  the  j)riini- 
tive  streak  arises  subsequently  along  the  same  line.  The  actual 
demonstration  of  the  tinath  of  this  conception  cannot  be  furnished 
by  observation  alone,  however  detailed.  It  is,  however,  j)<)ssil)le 
to  test  it  by  experiment,  though  difficult  because  the  concix»scence 
must  take  place,  if  at  all,  prior  to  laying.  The  strong  supi)ort 
of  the  theory  lies  at  present  in  the  data  of  comparative  embry- 
ology; in  the  lower  vertebrates  the  mesoderm  and  entoderm 
are  both  formed  from  the  margin  of  invagination. 

Summarizing  the  matter,  we  may  say  that  in  the  chick  gastru- 
lation  is  divided  into  two  separate  processes:  the  first  is  the  in- 
vagination of  the  entoderm  from  the  nuirgin,  and  the  second  is 
the  ingrowth  (or  inv:igination)  of  mesoblast  and  notochord  from 
the  primitive  streak,  which  represents  the  coalesced  lii>s  of  the 
mai^in  of  invagination;  the  primitive  groove  is  therefore  the 
expression  of  a  second  phase  of  invagination. 

The  genetic  relation  of  the  primitive  streak  to  the  margin  of 
the  blastoderm  is  well  illustrated  bv  an  aV)normal  l^lastodcrm 
described  by  Whitman  in  which  the  primitive  groove  was  con- 
'^inued  across  the  area  opaca  to  a  mai-ginal  notch  at  the  posterior 
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end.  A  similar  marginal  notch  at  the  hinder  end  of  the  blasto- 
derm in  the  line  of  prolongation  of  the  primitive  streak  has  been 
described  also  by  His  and  Rauber,  but  in  the  cases  observed 
by  them  there  was  no  connection  with  the  primitive  groove. 
It  suggested  to  them,  however,  the  idea  of  genetic  connection 
between  the  two,  and  was  used  as  argument  for  the  derivation 
of  the  primitive  streak  from  the  margin  by  concrescence. 

The  second  question  concerning  the  primitive  streak,  its  role 
in  the  formation  of  the  embr>'o,  may  be  answered  very  briefly 
by  saying  that  it  is  itself  the  primordium  of  the  greater  portion 
of  the  axis  of  the  embryo;  some  indeed  maintain  that  it  represents 
the  entire  embryonic  axis  excepting  the  short  pre-chordal  part 
(Kopsch).  The  view  of  Balfour  and  Dursy  that  it  takes  no  essen- 
tial part  in  the  formation  of  the  embryo,  but  atrophies  as  the 
embryo  forms,  is  now  of  historical  interest  only.  The  question 
is  how  much  of  the  embryo  is  represented  by  the  primitive  streak. 
But  this  question  is  by  no  means  easy  to  answer,  and  there  is 
no  complete  agreement  in  regard  to  it.  The  one  point  that  is 
definitely  settled  is  that  the  anus  arises  at  the  hinder  end  of  the 
primitive  streak;  but  what  jx)int  in  the  embryo  corresponds  to 
the  anterior  end  of  the  primitive  streak,  or,  in  other  words,  how 
much  of  the  embryo  is  laid  down  in  the  blastoderm  in  front  of 
the  primitive  streak,  is  a  disputed  question.  The  attempt  hjis 
l)een  made  to  solve  the  problem  ])y  destroying  the  anterior  end 
of  the  primitive  streak  by  a  hot  needle,  or  by  electrolysis,  then 
sealing  up  the  egg  and  jx?rniitting  it  to  develop  farther  and  finally 
locating  the  resultant  injury  in  the  embryo.  But,  while  one 
worker  finds  the  injury  at  the  anterior  end  of  the  notoehord 
(Kopsch),  that  is  in  the  i-egion  of  the  fore-brain,  another  finds  it 
in  the  region  of  the  heart,  that  is  in  the  hind-brain  (Peebles). 
The  reasons  for  this  discrepanry  in  results  are  two:  (1)  the  methods 
employed  are  not  sufliciently  exact,  and  (2)  it  is  difficult  in  the 
living  egg  to  determine  the  exact  location  of  the  anterior  end  of 
the  primitive  streak,  and  sonietinies  even  to  distinguish  it  from 
the  head-process.  Owing  to  the  extremely  rapid  growth  of  all 
parts  of  the  embryonic  axis,  a  minute  division  of  the  primitive 
streak  becomes  a  relatively  long  j)art  of  the  emhrvonic  axis  in  a 
ver}-  short  time.  It  is  obvious,  theix'fore.  that  the  slightest 
deviation  of  the  injury  from  the  jx)int  ainie<l  at  may  lead  to 
considerable  error  in   the   results.     I'ntil  embryologists  operate 
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Uf-^  »f.  tJTi^  <i<'l/:^.  Ap^^^arinflf  I'jetx^^n  the  ct«>ienn  Ant:  the  zemi- 
wall.  FifiC.',  il  A.  B.  f .  arw^l  4.S  illTt»trate  it.*  peripcerAl  extenr^ion: 
ftt  ftf*f  if  'prfr^/U  rr*//*!.  rapirlly  Vjehimi  the  embrj-t».  hut  S4»a  ex- 
f^r»/l7<  with  fr/ji*al  ^^ff^A  opfjr/-ire  the  primitive  >treAk.  an- 1  thu> 
A  f^ofHuU'fft^A^.  iffftfUfU  of  t\tf:  area  opar-a  FjefTimes  three-layere^l. 
f^ofrn'ti^ftufC  ''^  f'f'UrfU'rrf},  rn^r^^^^Kierm.  and  germ-wall  :  Pi^s.  -IOC 
*r»/l  it).  The  /'/»rit//iir  of  the  anterior  margin  of  the  me>4xierm 
H  hA  Ufi^t  ThufifU'A,  rronv#jx  anterioriy  (Figs.  44  A  an«l  B*.  Then 
Ht^.  ttfiff^rO'lftUrhl  fiut^U:n  of  the  rri#rw*hla.^t  Vjegin  to  extend  forwanl 
n4r  ihfii  th#'  ;irit#'rior  UMindar>'  Urcomes  concave  (Fig.  44C»:  the 
Iwf^r^il  f»//rff«  fhiB  CHtrthlirthfrd  continue  to  grow  forwanl  and 
uli\ffwf4'\y  rricct  in  front  of  the  head  (Fi;^.  45);  they  thiLs  bound  a 
$fwmf}f\ft^f-htt'  firt^n  in  front  of  anri  })eneath  the  head,  known 
tw  ifM'  proMrnniori,  into  wliich  the  menoderm  does  not  penetrate 
unfil   n   r<  hifivcly  hife  Hta^'^  of  df'vdopment. 

Blood  i^^hfridw  M'iK«.  1'^  ^'  »nrl  45)  develop  early  in  the  three- 
htyiTpd  p/irt  of  the  ofm^pic  mvn;  apfK^arinK  first  ])ehind  the  em- 
bryo, ilicy  riipidly  dilTcrcntiale  for\vard  opiK)site  the  sides  of 
ihii  I'lnhryo  nnd  follow  the  cxpari-sion  of  the  mesoblast.  This 
three  hiyered  fiortion  of  the  opacpie  area  is  known  as  the  vascular 
urea  (iireii  viiwiiIoh/i)  nfter  the  apfxmrance  of  the  blood-islands. 
h  ffoon  neipiireM  a  very  definite  [HM'iphenil  boimdary  by  the  forma- 
tion of  the  ven/i  (HinuM)  terminnlis  at  its  margin  (Fig.  45).  The 
two  lnyeii'd  iMMiphernl  portion  of  the  opaque  area  is  known  as 
the  vitelline  area  (iiiimi  viteiiiiui),  and  here  again  we  distinguish 
two  i^onew,  an  outer   including  the  zone  of  junction, and  an  inner 

one  (FiKN.  :<'J.  :<:<). 

The  lliMt  bloofl  iMiands  iwv  masses  of  cells  lying  on  the  germ- 
wall  iH'hind  the  embryo;  the  lii-st  blood-cells  (erythrocytes)  and 
blood  vt'HMelH  arine  from  them,  hence  their  name.  Soon  after 
their  orl^iu  the  l»lood  islamls  ap|H'ar  ixmI  owing  to  the  formation 
ul*  luem(»Mli»bin.     Iii»tween   the   blood-islands   and   the  ectoderm 
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is  a  layer  of  the  niesodcnii  (FiR.  41).  If  the  bhmd-ishinds  be 
reckunod  as  nie!<odi?rni  we  must  dii^tiiiRiiifih  two  layers  of  the 
latter,  viz.,  a  deep  or  vascular  layer  (aiifrioblast)  lying  next  the 
germ-wall,  and  an  upper  layer  next  the  ectoderm,  which  may 
be  called  tlio  ctt'loniic  meso<lerra,  inasmurh  a-s  the  body-cavity 
(c(i-lnme)  dcvelo|>s  within  it  later. 


-  DliisIiHlcnii  mill  cmliryo  at  the  slnRc  nf  fiiiir- 

tivn  somites.     Tin?  Iiurtm  of  iiH^iwthList  arc  on  tlip  point 

of  iiKi^tiiiK  ill  frotit  iif  tl]<-  hnu\. 

n.  p.,  Ami  pi'llupiiLi.     a.  vhkc..  An-u  veim'iiIosii.     a.  v.  i- 

Ami  vit^'liina  interna.     Ut..  HiMrt.     n.   V..   Nciinil   fol.U 

pr'a.,  Pnianiniun.     pr.  str.,  Priinili^f  KtnMk.     S.  t..  SiiiiiH 

t«nuinaliii. 


There  are  two  sharply  contrasted  views  coneerniiif;  the  (uiKin 
of  the  mesoblast  in  the  area  opacn.  Arenrdiug  to  the  one  point 
of  view  it  ia  simply  a  peripheral  extension  of  the  primitive  streak 
mesoblast  with  which  as  a  matter  of  fart  it  is  eontinimns  (Hert- 
wig,  Rab),  and  othen).    According  to  the  uthor  jxiint  of  view 
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it  is  split  oflf  from  the  germ-wall  (His  and  others).  One  thing 
is  perfectly  clear,  viz.,  that  the  mesoderm  of  the  opaque  area 
arises  in  continuity  with  the  primitive  streak  mesoderm;  the 
second  view  would  therefore  be  better  expressed,  as  Riickert 
states  it,  that  the  primitive  streak  mesoderm  grows  in  the  region 
of  the  area  opaca  at  the  expense  of  elements  of  the  germinal  wall. 

If  the  cells  of  the  primitive  streak  mesoblast  be  compared 
with  the  cells  of  the  forming  blood-islands  a  sharp  contrast  Ls 
observed;  the  mesoblast  cells  of  the  area  i)ellucida  are  devoid  of 
yolk-granules;  young  blood-islands  on  the. other  hand  contain 
yolk-granules  of  precisely  the  same  character  as  those  of  the 
germ-wall  (Fig.  41),  which  must  have  been  derived  from  the  latter. 
If  the  origin  of  the  blood-Lslands  be  carefully  traced,  they  are 
found  to  be  rooted  in  the  protoplasm  of  the  germ-wall;  and  prior 
to  the  appearance  of  the  blood-islands  proper,  protoplasm  and 
nuclei  of  the  germ-wall  aggregate  superficially  in  a  manner  that 
appears  to  foreshadow  the  blood-islands.  Therefore,  either  the 
blood-islands  are  derived  from  the  cells  of  the  germ-wall,  or 
cells  of  the  mesoderm  growing  over  the  germ-wall  burrow  into 
the  latter,  engulf  yolk-spheres,  and  reappear  in  masses  as  blood- 
islands.  We  shall  not  attempt  to  decide  between  these  pos- 
sibilities. 

Another  question  concerns  the  origin  of  the  layer  of  coolomic 
mesoblast  that  overlies  the  blood-islands:  is  it  derived  from  the 
primitive  streak  mesoblast,  or  is  it  split  off  from  the  blood-islands? 
WTien  the  latter  first  appear,  in  the  periphery  of  the  vascular 
area  at  least,  there  is  no  ccrlomic  mesoblast  above  them.  It 
ap|)ears  later,  at  first  not  as  a  coherent  layer,  but  as  scattered 
cells  that  rapidly  unite  to  form  a  layer.  In  many  places  the 
microscopical  ap|x?aranccs  indicate  strongly  that  the  cells  are 
split  off  from  the  surface  of  the  blood-islands;  but,  as  they  are 
usually  not  far  from  the  edge  of  the  advancing  ccrlomic  meso- 
blast, it  mav  l)e  that  thev  are  derived  from  the  latter.  Riickert 
states,  however,  that,  in  the  case  of  some  isolated  blood-islands 
Iwhind  the  embrvo,  a  laver  of  mesoblast  is  formed  over  them 

ft  ft 

while  thev  are  still  isolated.  This  would  i*ender  the  derivation 
from  the  blood-ishuids  probable  in  such  cases.  It  is  |X)ssible, 
therefore,  that  the  ocrlomic  mesoblast  grows  partly,  at  least,  at 
the  expense  of  the  su|)erficial  cells  of  blood-islands. 

As  rapidly  as  they  ai*e  formed  the  various  blood-islands  con- 
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nect  and  anastomose  with  one  another,  forming  a  vascular  net- 
work lying  between  the  coelomic  mesoblast  and  the  remains  of 
the  germ-wall.  This  network  spreads  throughout  the  vascular 
area,  and  appears  later  in  the  pellucid  area,  and  communicates 
with  the  blood-vessels  of  the  embryo  (Figs.  44  and  45).  In  the 
next  chapter  we  shall  consider  the  manner  in  which  the  extension 
takes  place,  and  the  origin  of  the  blood-vessels  and  blood-cells. 

IV.     The  Germ-w-all 

The  germ-wall  arises,  as  we  have  seen,  through  infiltration 
of  the  superficial  white  yelk  by  the  periblast.  These  cells  mul- 
tiply and  anastomose  and  form  a  multinucleated  syncytium  with 
the  yolk-granules  in  its  meshes.  By  degrees  the  protoplasm  itself 
takes  up  the  yolk-granules,  which  are  gradually  digested,  and  the 
germ-wall  thus  becomes  organized  as  a  coherent  layer.  It  then 
separates  from  the  underlying  yolk.  The  next  period  in  the 
history  of  the  germ-wall  is  its  differentiation,  which  takes  place 
in  the  vascular  area  concomitantlv  with  the  formation  of  the  blood- 
islands:  a  considerable  proportion  of  the  protoplasm  and  nuclei 
of  the  germ-wall  accumulates  at  the  surface  and  forms  the  vascu- 
lar mesoderm  in  the  manner  already  described.  The  part  of  the 
germ-wall  that  remains  after  the  separation  of  the  mesoderm  then 
differentiates  into  the  characteristic  entodermal  epithelium  of  the 
opaque  area,  which  is  known  as  the  yolk-sac  epithelium  (ento- 
derm) because  it  is  destined  to  form  the  lining  of  the  yolk-sac. 

After  the  formation  of  the  vascular  area  the  term  germ-wall 
must  be  restricted  to  the  lower  layer  of  the  vitelline  area,  l^ocause 
within  the  vascular  area  it  has  already  differentiated  into  the 
mesoderm  and  yolk-sac  entoderm.  The  development  of  the 
germ-wall  takes  place  in  a  centripetal  direction;  at  any  period 
during  the  overgrowth  of  the  yolk  the  three  stages  of  the  germ- 
wall  may  be  found  in  the  concentric  zones.  The  first  stage, 
that  of  periblast,  is  found  in  the  zone  of  junction  (area  vitellina 
externa);  the  second  stage,  that  of  organization  of  the  germ- 
wall,  is  found  in  the  area  vitellina  interna;  and  the  third  stage, 
that  of  differentiation,  is  found  at  the  margin  of  the  area  vascu- 
losa.     Within  the  latter  area  the  differentiation  is  completed. 


CHAPTER  V 
HEAD-FOLD  TO  TWELVE  SOMITES 

(From  about  the  twenty-first  to  the  thirty-third  hour  of  incubation) 

I.     Origin  of  the  Head-fold 

At  the  end  of  the  period  described  in  Chapter  IV,  the  embryo 
is  represented  by  a  central  differentiated  area  of  the  blastoderm, 
lying  within  the  area  pellucida,  distinguished  anteriorly  by  the 
medullary  plate  and  head-process,  and  fK)steriorly  by  the  primitive 
streak.  The  layers  of  the  embryonic  area  are  everywhere  continu- 
ous with  the  corresponding  layers  of  the  extra-embryonic  blasto- 
derm, with  no  clear  line  of  division  between  the  two.  In  the  course 
of  the  second  and  third  davs  the  embryo  becomes  clearlv  defined 
by  its  own  growth,  and  by  the  formation  of  bounding  folds. 

The  delimitation  of  the  embryo  from  the  blastoderm  logins 
immediately  after  the  formation  of  the  head-process  by  the  for- 
mation of  a  fold  at  the  anterior  end  of  medullary  plate  known  as 
the  head-fold  (Fig.  42).  Seen  from  the  surface,  this  fold  has  a 
semicircular  outline,  the  concavity  of  which  is  directed  posteriorly 
(Fig.  44).  It  involves  both  the  ectoderm  and  entoderm.  A  later 
stage  is  shown  in  sagittal  section  in  Figs.  46  and  47:  the  ecto- 
derm and  entoderm  immediately  in  front  of  the  medullary  plate 
make  a  sharp  bend  downwards  and  backwards,  and  then  turn 
forward  again.  The  head-fold  thus  proeluccs  an  internal  bay  in 
the  entoderm,  the  beginning  of  the  fore-gut.  There  is  similarly  an 
external  bay,  the  fK)sten()r  angle  of  which  is  the  head-fold  proper, 
lying  beneath  the  projecting  head.  These  bays  are  of  course 
turned  in  opposite  directions,  the  internal  one  opening  into  the 
subgerminal  cavity  posteriorly,  and  the  external  one  o{x»ning 
anteriorlv  on  the  surface  of  the  blastoderm. 

The  transition  from  the  ectoderm  of  the  medullary  plate  into 
that  of  the  under  surface  of  the  head  and  the  proamnion  is  a  grad- 
ual one.  The  difference  is,  however,  very  strongly  marked  (Fig. 
47).     The  formation  of  the  head-fold  is  due   to  the  more  rapid 
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with  instruments  of  greater  precision  one  cannot  feel  certain  of 
the  results  of  such  experiments. 

III.     The  Mesoderm  of  the  Opaque  Area 

We  have  seen  that  the  mesoderm  arises  from  the  sides  of  the 
head-process  and  the  primitive  streak,  and  grows  out  between 
the  ectoderm  and  the  entoderm  to  the  margin  of  the  pellucid 
area;  it  then  begias  to  overlap  the  opaque  area  at  first  behind, 
later  at  the  sides,  appearing  between  the  ectoderm  and  the  germ- 
wall.  Figs.  44  A,  B,  C,  and  45  illustrate  its  peripheral  extension; 
at  first  it  spreads  most  rapidly  behind  the  embryo,  but  soon  ex- 
tends with  equal  speed  opposite  the  primitive  streak,  and  thus 
a  considerable  portion  of  the  area  opaca  l)ecomes  three-layered, 
consisting  of  ectoderm,  mesoderm,  and  germ-wall  (Figs.  40  C 
and  41).  The  contour  of  the  anterior  margin  of  the  mesoderm 
it  as  first  rounded,  convex  anteriorly  (Figs.  44  A  and  B).  Then 
the  ante ro-1  ate ral  angles  of  the  mesoblast  begin  to  extend  forward 
so  that  the  anterior  boundary  becomes  concave  (Fig.  44  C);  the 
lateral  horns  thus  established  continue  to  grow  forward  and 
ultimately  meet  in  front  of  the  head  (Fig.  45) ;  they  thus  bound  a 
mesoblast-free  area  in  front  of  and  beneath  the  head,  known 
as  the  proamnion,  into  which  the  mesoderm  does  not  penetrate 
until  a  relatively  late  stage  of  development. 

Blood-islands  (Figs.  44  C  and  45)  develop  early  in  the  three- 
layered  part  of  the  opaque  area;  ap}:)earing  first  l)ehind  the  em- 
bryo, they  rapidly  differentiate  forward  opposite  the  sides  of 
the  embryo  and  follow  the  expansion  of  the  mesoblast.  This 
three-layered  portion  of  the  opaque  area  is  known  as  the  vascular 
area  (area  vasculosa)  after  the  ap|)earance  of  the  blood-islands. 
It  soon  acquires  a  very  definite  peripheral  boundary  by  the  forma- 
tion of  the  vena  (sinus)  terminalLs  at  its  margin  (Fig.  45).  The 
two-layered  peripheral  jx)rtion  of  the  opaque  area  is  known  as 
the  vitelline  area  (area  vitellina),  and  here  again  we  distinguish 
two  zones,  an  outer  including  the  zone  of  junction,  and  an  inner 
one  (Figs.  32,  33). 

The  first  blood-islands  are  masses  of  cells  lying  on  the  germ- 
wall  behind  the  embrvo;  the  first  blood-cells  (orvthrocvtes)  and 
^  ^'**.ssels  arise  from   them,   hence   their   name.     Soon   after 
a  the  blood-islands  apjx?ar  red  owing  to  the  formation 
3bin.     Between   the   blood-islands  and   the  ectoderm 
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of  very  flat  cells.  The  lateral  extensions  may  l>e  regarded  as 
diverticula;  subsequently  these  grow  more  rapidly  at  four  places 
along  their  length,  and  come  in  contact  with  the  ectflderni.  Thus 
four  pouches  are  established  on  each  side  as  described  in  detail 


c  Rroovc 

ilniwii  fnini  an  entire  muuiit  in  balsoni  by 
Irnnsmiltiil  li)!:ht. 
a.  e.  v.,  Aiiinio-canliac  vesiele.  n.  o..  In- 
ner ninrRin  of  An-a  niiacii.  Ket.,  Eotodemi. 
Ent.,  KntiKlcnii  11.  F.,  Ileail-folil.  i.  v.  (A., 
First  intemomilir  furrow,  meil. »[.,  Mrtliillnry 
plate.  Uf».,  M(tio(l<Tni.  n.  fj.,  Neural  Kroovo. 
pr.  gr..  Primitive  groove.     I'r'u,  jinMinmion. 

in  the  next  chapter.  At  the  12  s  stiijie  one  such  place  of  contact 
is  already  formed,  lying  a  short  distance  in  front  of  the  thickencil 
ectoderm  destine<l  to  form  the  audit<)ry  pit. 


HEAD-FOLD  TO  TWKLVE  SOMITES 


95 


Another  place  of  fusion  l)etween  tlie  fore-gut  and  the  ecto- 
derm iH  the  so-«ailed  oral  plate  (pharyngeal  membrane),  which 
occupies  a  mi<l-ventral  position  at  the  extreme  anterior  end. 
The  parietal  cavities  meet  posterior  to  the  oral  plate  (Figs.  67 
and  75).  Transverse  sections  show  the  oral  plate  to  be  depressed 
lieneath  the  level  of  the  ventral  surface  of  the  head  at  the  stage  of 
10  somites  (Fig.  55),  a  condition  that  increases,  as  development 


■.  jil.,  Oral  platf. 


procpccls.  l)y  the  forniatii)n  of  1 
(jniwtli  of  the  tissues  lieliind  :i 
lished  a  deep  ilepression  liii<-ci  1 
formed  by  the  oral  plale,  and 
jKirt  of  tlie  month.     The  deprc 


p  crnnial  flextiire.  and  bv  the  up- 
<1  al  itssi.les:  thus  will  Ih,  estab- 
-  ei'tixlerni,  the  floor  of  which  is 
Inch  is  destined  to  form  a  large 
ion  is  known  as  the  stoniodanmi. 


III.  Oiiiiiiv  OF  THK  Xkihae.  Tihe 
The  Medullary  Plate.  The  medullary  platp  is  the  jinmordlnm 
of  the  i-entrai  ncrvons  .-^yslein.  .\t  (he  time  nf  formation  of  the 
head-fold  it  is  broad  in  fnint  and  narrower  [losteriorly.  ending 
«ip[)osite  the  |K»stcrior  end  of  the  primitive  sliTak.  Its  central 
[M>rti<m  is  not  a  separate  plate  of  cells  in  the  region  of  the  priini- 
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tive  streak,  but  this  part  becomes  distinct  as  the  primiti\-e  streak 
splits  into  its  derivatives.  It  is  therefore  only  when  the  latter 
is  entirely  used  up  that  the  entire  iength  of  the  mediillnry  plate 
is  established.  Howe\'er,  long  before  this  time  the  greater  por- 
tion has  become  converted  by  folcUng  into  the  neural  tube,  a 
process  that  proceeds  in  general  from  in  front  backwards.     Thus 


lia!- 


Fw.  50.  —  Eniltryo  of  3  b  fro;n  above,  ili 

8am  with  Ininsinittpd  light, 
a.  c.  v..  AiimioHi'ardiao  vcHicle.     a.  o,.  inniT  maririn 
of  An-a  iijiacrt.     F.  (1.,  yore-frut.     NVIi.,   Xiitm-lionl. 

".,  Ni>iiral  tcilil,     pr.  kt..  Primitive  rriovc     »,  l,s.  2. 


.  :i,  Finii 


ml  a 


(1  third  goinilcs. 


siicpe.isive  stages  may  lie  studied  in  serial  sertiims  of  ihe  saino 
eml)r>'(i;  un  anterior  section,  for  instance,  showiiiK  the  coinplcicd 
tulje.  one  farther  back,  the  folded  medullary  plate,  and  yet  more 
posteriorly  the  central  part  of  the  medullary  plate  disapi>e!irs  in 


HEAD-FOLD  TO  TWELVE  SOMITES 


97 


tlie  unilifforenlinted  mass  of  the  primitive  streak.     These  roiiiii- 
tions  must  be  born  in  mind  in  the  following  description. 

The  Neural  Groove  and  Folds  Shortly  after  the  formation  of 
the  head-foid  the  centtr  i  f  thf  riipdullan  jjlate  becomes  sunk  in 
the  fnrrti  iif  ^1  d.-cp  lii      ^     h.     nni      i     1     ii  distaiu-i'  l^clniul  rlie 


r^;i^ 


Fn.  51.  —  Embryo  of  4  s  from  abovi^,  drawn  in  alcohol  by  reflected  lif;hl. 
a.  c.  v.,  Amnio-cnniiac  vesicle,     a.  p..  Area  pelliicida.     a.  v.  i.,  Inter- 
nal vitelline  ana,     iiied.  pi.,  Medullary  ptale.     n,  F.,  Neural  fold.  Pr'a., 
Proamnion,     pr.  sir..    Primitive   streak,     s.    1,   s.   3,  First  and   third 


THK    IfKV:-.-!.  ?Tt5. 


:n?':ra!  iTV'iivp.:  the  inar- 
'.'.-.^ry  piitp  Then  Wcmiie 
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formed,  a  short  distance  back  of  the  anterior  end  of  the  nieduUary 
plate  (Figs.  50  and  51).  The  posterior  ends  of  the  neural  folds 
do  not,  at  this  time,  reach  the  region  of  the  first  somite.  The 
region  where  the  neural  folds  first  come  in  contact  corresponds 
approximately  with  the  region  of  the  future  mid-brain,  or  ante- 
rior part  of  the  hind-brain. 


Fig.  62  A.  — -  Minlian  longituilinal 

tion  puHses  through  thr  lonclli  of  oiv 
anu-rinr  end.     (Cf.  FiR.  M.) 
a.  i.  p.,  Anleriiir  inU-Htiii:il  poriiil. 
F.  <:.,  Fon--pil.     H.  F..  Hfii.l-fol.l- 
blastic  head  cavily,     ii.  F.,  Nt-iiral  fol 


.  of  the  head,  8ta|i:i>  of  4  a.  The  aec- 
uf  tlic  neurid  fotdu  just  beliiiid  ihe 

Ect.,  Ectodenii.  Ent.,  Entoderm. 
l.-«,,  Mpso<ierm.  Mrs.  H.  C,  iUso- 
.    or,  pi.,  Oral  plate. 


The  process  of  closure  itself  is  essentially  the  same  in  all 
regions  of  the  neural  tulw.  Each  iicurnl  fold  has  two  limlis:  an 
inner  thick  limb.  Iwlonging  to  the  mcdull;ir\'  plate,  and  an  outer, 
thin  hmb,  continuous  with  the  general  oct<)derm  (cf.  Fig.  6.**  Ii). 
When  the  folds  of  opjMX-iite  sides  come  in  contact,  the  inner  liinb.s 
of  the  two  siiies  lieronie  contiinunis  with  one  another,  and  alsr) 
the  outer  liml>s,  the  ectoderm  then  pas.sing  ciuitinuously  over  a 
closed  neural  tutx'. 

Certain  cells  in  the  suture  and  in  the  walls  of  the  tnlw  next 
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the  ectoderm  are  destined  to  form  the  neural  epest,  a  structure 
of  great  significance,  inasmuch  as  the  series  of  cranial  and  spinal 
ganglia  is  derived  from  it,     (See  following  chapter.) 


Fio.  54.  —  Transverse  section  tlirough  the  eame  embryo  a  shorl  (iisUnce 
in  front  of  the  anterior  inlcslinal  i>ortal.  For  explanation  of  letters  see 
preceding  fixiirc;  in  addition:  Ph.,  Pharynjt.  Som'pl,,  Soniatopleiire. 
Spl'pl.,   Splanchnoploure.     v.   M,.   Venlnil   Mesentery. 


.  i>4  A.  —    Transverse  secliim  ihroiich  the  lieiul  of  a  HI  s  embryo. 
r^on  of  the  section  is  near  the  (renter  of  the  hind  hmin. 

Aorta.     End'c.p    Rmiwarciium,     KridV,   S..    Kn<i<xrardiai    septal 
""   "        "  p.  C.  Parietal  cavity.    Ph-phar 


H.  B.,  Hind  brain.    My'c.  Myoeardi 


So'pl.,  !<omatopteu 


'pT.p  Spiaiiehnopleii 


.  M.,   Vei 


The  Neuropore.  Trotn  the  place  whort;  the  neural  fi)l(ls  finit 
meet,  the  elevation  and  fusion  proceed  both  forwanls  anil  liack- 
wanls  in  a  continuous  fashion  (cf.  Viy?^.  oil.  61, 6"),  etc),  AlthouKh 
the  open  anterior  stretch  of  the  neural  tulx-  is  very  short  in  com- 
parison t<)  the  posterior  oi>en  part,  it  is  not  until  about  the   12  » 
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stage  that  the  former  closes  completely  (cf.  Fig.  64).  The  final 
point  of  closure  at  the  anterior  end,  known  as  the  neuropore,  b 
supposed  by  some  to  be  a  point  of  great  morphological  signifi- 
cance, and  to  mark  the  extreme  anterior  end  of  the  original  neural 


I  throiiffli  the  head  immodistely  behind  the 


Fig.   55.  —  Transverae  seeti 

optic  vesicles;  stage,  10  a. 

Ao.,  Aorta,     ax,  Mes,.  Axial  meaohlast.  Eet.,  Ectotlerm.     Ent.,  Gntoilerni. 

F.  B.,  Fore-hrain.     Mea.,  Mesoderm,    or.  pi,,  Oral  plale.    p'a.  c.  Periaxinl  eord. 

p. C Paript^ cavity.  Pr 'a., Proamnion.     Ph.,  Pharynx,     v.  Ao.,  Ventrslaorta. 

axis.  It  is  identified  by  these  writers  with  the  permanent  neuro- 
pore of  Amphioxus.  However,  this  is  open  to  question.  Poste- 
riorly the  closure  of  the  neural  tube  proceed.s  much  more  rapidly, 
though,  of  course,  it  is  not  fully  completed  until  after  the  disap- 
pearance of  the  primitive  streak. 


Fia.  56,  —  Early  stage  of  the  neural  folds.    Transverae  section  throuph  a 
4-5  8  embryo  between  the  last  somite  and  (he  anterior  end  of  Ihe  priniillve 

Eet.,  Ectoderm.  Ent,.  Entoderm,  n,  F,,  Neural  fold,  XVh.,  Xotci- 
chonl.     med,  pi,,  Medullary  plate.     Mes.,  Meao<lcrin. 

The  question  as  to  the  position  of  the  anterior  end  of  tlie 
original  neural  axis  is  one  of  great  morphological  significance. 
Accompanying  the  closure  of  the  neural  tul>e  in  this  region  the 
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■,Cr 

"^-xyf^^ 
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Msi- 
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Im.;.  o7    -  Lni.-r  .-id.iiv  i.f  iKc  iK'unil  UMs.     Sc'lion  llirouixh  llu'  h™,!  of  iiii 

emhryo  tif  2-M  s;  rorrespondinK  to  nbont  the  future  mid-brain  ivgloti, 

Coel.,  t'odomc,     g.  C  Oenninal  cells,     nied.  pi.,  Medullary  plnte.     Mes., 

Mesoblast,    n,  F..  Neural  fold.    n.  Cr..  Neural  crest.    N'pli..Nolocln>rd,    aoni. 

Mes.,  Somatic  layer  of  mesoblast.     spl.  Mes,,  Splanclinir  layer  of  mesoblast. 

anterior  eiiil  rapidly  grows  forwaril  beyond  the  anterior  end  of 
the  fore-gut.  The  floor  of  ihe  neural  tube  doe.s  not,  however, 
tiike  part  in  this  extension,  the  consequence  being  that  the  sum- 
mits of  the  neural  folds  form 
arching  knees  extending  in  fnmt 
uf  the  original  anterior  end  of 
the  medullary  plate  (Fig.«.  51 
and  52).  The  extreme  anterior 
end  of  the  neural  tulte  fomietl 
in  this  way  has  a  ventral  as  well 
as  a  dorsal  defect,  and  when  it 
closes  there  b  a  ventral  as  well 
as  n  dnniul  suture.  The  ventral 
end  of  this  suture  marks  the 
original  anterior  end  of  the  me- 
dullarj'  plate,  and  this  lies  at 
the  stage  of  10  somites  a  short 
distance  in  front  of  the  ante- 
rior end  of  the  oral  plat«  in 
the  region  of  the  future  re- 
cesRUK  opticus  (Fig.  62).  (flo- 
ronowitsch  calls  the  anterior 
fiiwure,  guiura  crrrlirnlis  ante- 
rior;  His  divided    it   into    two 


Fic-  S8.  —  Ventral  view  of  Ihe  head 
region  of  an  embryo  of  5  soniilcs, 
drawn  in  lialKam  with  transmitt^ 
light.     X  30, 
a.  c.    v..   .^mnio-caniiac    vesicle. 

a.  i.   p.,   Anterior   intestinal   portal- 

F.  0.,  Fore-gut.    My'e.,  Myticiinliiini. 

N'ch.,  Notochord.     n.  F.,  Neunl  fold. 

B  2,  g  4,  Second  and  fourth  b 
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Fio.  -VJ.  —  Eiiil>r>'o  of  7  8  trom  above  drawn 
in  Imlsum  wilh  Iranriiiiiltpd  light,  x  3(1. 
ft.  c.  M.,  AntiTior  ecrchral  siiliirc.  crpli. 
Men.,  LVjiliulii'  Mi'itfiblaHl.  F.  (;..  I-oro-Bul. 
N'ch.,  .NoUK-liord.  n.  T.,  NViiral  UiU:  cji. 
Vm.,  OjHic  vcMiclp.  IVu.,  Proamnion.  |ir. 
Mr.,  I'nniitivt-  Ntrcuk.  s  ■_',  u  7,  Second  unit 
MCVMith  NiHiiitrx.  V.  o.  in.,  Oniiihulu-niF^- 
t  ntwc  vein. 


HEAD-FOLD  TO  TWELVE  SOMITES  105 

parts,   sutura  neurochordiUis  seu   ventralia  and  sutura  terminalia 
anterior.) 

The  neuropore  question  resolves  itself  into  this:  What  part 
of  the  sutura  cerebralis  anterior  is  to  be  called  neuropore?  As 
the  suture  extends  from  near  the  infundibulum  to  the  pineal 
region  at  least,  there  is  a  wide  range  of  choice.  However,  there 
is  a  point  in  the  suture  near  its  dorsal  end  where  the  separation 
of  the  ectoderm  from  the  neural  tube  takes  place  later  than 
elsewhere.  This  may  be  regarded  as  the  equivalent  of  the 
neuropore.  The  suture  is  the  site  of  formation  of  the  lamina 
terminalis  (Chap.  VIII). 


Fio.  60.  —  The  head  of  the  si 
lielow  X  30. 

a.  i.  p.,  Anterior  intestinnl  portal.  End'c,  a., 
Enilorardiikl  se|ili]iii.  F.  (■.,  Fore-fcut.  lit..  Heart. 
N'eh.  T.,  Tenninulion  of  Notochonl.  op.  Ves., 
Opiic  vpNiele.  p.  t'.,  I'nrielal  eavity.  Pr  a.,  Pro- 
amnion,    V,  II.  in..  Oniphulo- mesenteric  vein. 

It  will  1)0  Keen  that  according  to  this  account  most  of  the 
primary  fore-bruin  includes  no  part  of  the  original  floor  of  the 
neural  tulie. 

Primary  Divisions  of  the  Neural  Tube.  The  neural  tulje  is  the 
prinionlium  of  the  brain  and  spinal  C{)nl.  Its  cavity  becomes  the 
ventricles  of  the  brain  and  the  central  canal  of  the  cord.     There 
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Fio.  62.  —  Tht-  iH-mi  of  llu>  bhliic  ciiihryo  fr<im  luTiculh  more 
highly  lim^nificil.  In  this  ilniwiii);  an  ulU'mpt  is  made  to 
show  iliffcrenl  levels  of  the  eiiil)ryo  superposcil;  thus  the 
beojt  is  upjwmiUHt  in  the  figure,  beneath  thiis  the  fore-gut 
(F.G,),  beneath  this  ibe  notochorti,  and  at  the  lowest  level, 
the  neural  tube. 
a.  c.  B.,  Anterior  cerebral  suture.    Inf.,  Infundibuluiu.   p.C, 

wpresenti  the  anl«-rior  boundary  of  the  parietal  cavity,    or.  pi., 


.  Ao.,  Venlral  a 


Other  abbreviKtions  as 


is  no  clear  dbtinction  between  brain  and  cord  at  first,  the  one 
passing  without  any  anatomical  landmark  into  the  other.  Now 
tlie  brain  is  the  central  nervous  system  of  the  head,  so  it  is  not 
until  one  ran  determine  the  posterior  boundary  of  the  embrj-nnic 
bead  that  it  becomes  possible  to  determine  the  hind  end  of  the 
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brain.  The  first  clear  landmark  is  given  by  the  mesoblastic  so- 
mites, because  it  is  known  that  the  four  anterior  somites  are 
cephalic.  All  of  the  neural  tube  in  front  of  the  fifth  somite  is 
therefore  cranial.  What  a  large  proportion  of  the  neural  tube 
this  is  in  early  stages  may  be  seen  by  comparison  of  figures  of 
embryos  in  the  period  covered  by  the  chapter  (cf.  Fig.  61).  Be- 
fore the  appearance  of  the  first  somite  the  entire  medullary  plate 
in  front  of  the  primitive  streak  is  in  fact  cranial. 

Origin  of  the  Primary  Divisions  of  the  Embryonic  Brain.  The 
embryonic  brain  is  divided  into  three  divisions  of  unequal  length, 
viz.,  the  fore-brain  (prosencephalon) ,  mid-brain  (mesencephalon) y 
and  hind-brain  (rhombencephalon).  The  first  division  is  character- 
ized in  the  period  we  are  considering  by  its  very  considerable 
lateral  expansions,  the  rudiments  of  the  optic  vesicles  (Figs.  59, 
61,  63,  etc.),  and  also  by  the  fact  that  there  is  a  suture  in  the 
anterior  portion  of  its  floor  owing  to  the  mode  of  its  origin  (Fig. 
62).  A  definite  coast riction  between  it  and  the  following  division 
first  appears  in  embryos  with  six  or  seven  somites  (Fig.  59).  At 
the  stage  of  9-10  somites  the  next  division  (mid-brain)  becomes 
clearly  marked  off  ])y  a  constriction  from  the  hind-brain  (Fig. 
61).  The  latter  is  relatively  very  long,  and  it«  anterior  half  is 
characterized  in  the  12-somite  stage  by  the  existence  of  five  divi- 
sions (neuromeres)  separated  by  constrictions  (Fig.  63). 

It  will  be  noted  that  the  first  neuromere  of  the  hind-brain  appears 
about  twice  as  large  as  the  succeeding  ones;  it  really  includes  two  neuro- 
meres according  to  some  authors.  Similarly,  it  is  maintained  that  the 
mid-brain  includes  two  neuromeres  and  the  fore-brain  three. 

According  to  Hill's  account  the  entire  brain  of  the  embryo  chick 
is  composed  of  eleven  neuromeres  or  neural  segments,  which  are  formed 
even  in  the  1  s  stage.  The  first  three  enter  into  the  composition  of  the 
fore-brain ;  the  next  two,  viz.,  4  and  5,  form  the  mid-brain,  and  the  last 
six  the  hind-brain. 

The  three  that  enter  into  the  composition  of  the  primary  fore-brain 
have  the  following  fate  according  to  Hill:  the  first  forms  the  telen- 
cephalon, the  second  the  anterior  division  (j)ar(»neophalon)  and  the  third 
the  posterior  division  (synencephalon)  of  the  diencephalon.  The  cere- 
bellum arises  from  the  first  neuromere  of  the  hind-brain,  sixth  of  the 
series.  This  question  is  more  fully  discussed  in  Chapter  VI.  (See 
Fig.  83.) 
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Fig.  63.  — Kmhrj'injf  l:is.  fniiiinl)ovc,  liranm 

lis  a  Inin-tpiireiit   iit>j(-<'l   n'itli   Iniiisniilted 
liRlil.     X  ;10.     Abl>rf\'iiilioiis  as  ln.'forp. 


IV.     Jay.  MRSuBLA.-iT 
The  changes  in  the  mesobliist  diirinc  thLs  ixriod  are  of  great 
importance.     At  the  time  <if  appoiirance  iif  the  head-fold  it  con- 
»ittta  of  two  great  slicets  of  cells  between  ectoderm  and  entoderm 
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beginning  on  each  side  of  the  head-process  and  primitive  streak, 
and  extending  laterally  and  posteriorly  to  the  margin  of  the 
vascular  area.  The  lateral  margins  at  this  time  extend  anterior  to 
the  embryonic  axis  ao  that  the  anterior  margin  of  the  mesoblast 
forms  a  curve  with  the  conca\ity  directed  forward. 


The  mesobla.st  in  the  region  in  front  of  the  primitive  streak 
is  known  as  gastral  mesoblast.  and  in  the  region  of  the  primitive 
streak  as  prostomial  mesoblast;  the  latter  is  fused  with  the  primi- 
tive streak.  However,  the  distinction  between  the  gastral  and 
prostomial  mesoblast  is  not  of  permanent  significance,  becau.se 
the  latter  is  being  continually  converted  into  the  former  as  the 
primitive  streak  undergoes  separation  into  ectoderm,  notochord, 
and  mesoderm. 

Confining  our  account  now  to  the  gastral  mesobla.'it:  a  trans- 
verse section  across  an  embryo  in  which  the  head-fol<l  is  forming 
shows  a  sheet  of  cells  lying  on  each  side  of  the  notochord  between 
the  ectoderm  and  entoderm.  It  is  several  cells  deep  near  the 
notochord,  and  thins  gradually  peripherally  (cf.  Fig.  56).  The 
thicker  portion  next  the  notochord  is  dislingnished  as  the  jxira.rial 
mesoblast  (vertebral  plate)  from  the  more  peripheral  portion  or 
lateral  plate.    The  mesoblast  is  sparser,  the  cells  more  scattered, 


HEAD-FOLD  TO  TWELVE  SOMITES  111 

and  the  whole  tissue  of  much  looser  texture  in  the  more  anterior 
portions  of  the  embryo. 

The  paraxial  mesoblast  increases  rapidly  in  thickness  and 
thus  becomes  clearly  distinguishable  from  the  lateral  plate. 
Shortly  after  the  formation  of  the  head-fold  a  transverse  split 
appears  in  the  paraxial  mesoblast  a  short  distance  in  front  of  the 
anterior  end  of  the  primitive  streak  (Fig.  48).  This  is  soon  fol- 
lowed by  a  second  split,  a  very  short  distance  behind  the  first, 
and  thus  a  complete  me^oblastic  somite  is  established.  The  split- 
ting Is  accomplished  rather  by  segregation  of  the  cells  than  by 
an  actual  folding.  The  mesoblast  cells  immediately  in  front  of 
the  first  split  aggregate  so  as  to  form  a  somite  continuous 
anteriorly  with  the  mesoblast  of  the  head  and  thus  lacking  an 
anterior  boundary;  this  is  the  first  somite,  and  the  one  formed 
between  the  first  two  splits  in  the  mesoblast  is  the  second. 

The  first  somite  established  is  first,  not  only  in  point  of  time, 
but  also  in  position,  all  the  remainder  forming  in  succession  behind 
this  (cf.  Figs.  48,  50,  51,  59,  61,  etc.).  As  this  is  a  point  of  con- 
siderable importance  for  understanding  the  topography  of  the 
embr\'o,  and  as  previous  text-books  have  a  different  account  of 
it,  it  is  worth  while  to  give  the  evidence  for  this  position  in  some 
detail.  It  has  been  believed  up  to  a  very  recent  time  that  from 
two  to  four  somites  were  formed  in  front  of  the  first  one.  This 
belief  was  due  very  largely  to  a  misconception  of  the  nature  of 
the  primitive  streak,  which  was  lx?lieve(l  by  some  to  be  extra- 
embryonic, that  is  to  lie  l)ehin(l  the  embryo  and  not  to  be  a  part 
of  the  embryo  itself.  The  first  somite  lies  so  near  to  the  anterior 
end  of  the  primitive  streak  that  it  was  difficult  to  believe  that 
room  couhl  l)e  made  by  growth  lx>tween  it  and  the  primitive 
streak  with  sufficient  rapidity  to  accommodate  the  rapidly  form- 
ing somites.  In  the  entire  absence  of  differentiated  organs  it  Wiis 
im|X)ssible  to  find  landmarks  l)y  which  to  distinguish  the  first 
somite  among  the  fii'st  five  or  six;  lience  it  was  natural  to  suppose 
that  a  certain  number  of  somites  arose  in  front  of  tlie  first,  espe- 
cially as  it  was  not  known  how  much  of  the  anterior  |)ortion  of 
the  embryonic  axis  represented  the  head.  However,  in  the 
absence  of  natural  landmarks  identifying  the  first  somite  formed, 
it  is  quite  possible  to  create  artificial  ones,  and  in  tliis  way  to 
identify  it  in  later  stages.  This  has  l)een  done  by  one  of  my 
students.  Miss  Marion  Hubbard,  in  the  following  manner:  In  the 
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first  place  the  position  of  the  first  somite  was  marked  with  a 
delicate  electrolytic  needle  which  left  a  permanent  scar.  The 
eggs  thus  operated  on  were  closed  up  and  permitted  to  develop 

to  a  stage  of  10-12  somites  or  more;  and  then  the  mark  was  found 


•a.  — ■  Embryo  of  12  s,  from  alx)ve,  drawn  in  iilcohol  v 
flccl<il  light, 
iiu.  ep.,  Auditory  epit helium.     Other  abhrcviationa  as  Iwfore. 

to  coincide  with  the  fii-st  somite  of  the  series.  In  the  next  place 
it  was  possible  by  similar  means  tn  mark  out  the  topography  of 
the  embryonic  head  in  the  stage  of  one  or  two  somites.  Thus 
it  was  determined  that  a  mark  made  immediately  in  front  of  the 
'  somite  formed  appearetl  later  in  the  region  of  the  otoryst; 
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but  this  arises  normally  at  the  stage  of  12-14  somites,  a  very 
short  distance  in  front  of  the  firet  somite  of  the  series,  which  is 
thus  shown  to  have  the  same  position  as  the  first  somite  formed. 
On  the  other  hand,  if  one  assumed  that  the  first  somite  formed 
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became  the  third  or  fourth  of  the  aeries,  it  is  clear  that  one  would 
have  to  make  a  mark  some  distance  in  front  of  the  first  somite 
formed,  to  strike  the  place  of  ongin  of  the  otocyst.  Marks  made 
on  this  theory  were  always  found  a  considerable  distance  in 
front  of  the  otocyst.     Altogether  a  large  number  of  experiments 
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vft^    nuide.    the    oonrafrent   tesiimony  of  viiich  vifts  perfectly 
eonrthteive-- 

We  ihM  then  proreeii  on  the  aB3?ampdon  that  the  first  somite 
formed  i?  &ii=o  the  first  of  the  series,  and  th^t  the  lenuinder  arise 
in  HK^fefi^in  behin<i  it   as  tr&n^inerse  sertk>ii?  of  the 


There  h  always  a  stretch  of  unsecmented  parudal  mesobl&st 
between  the  lajft  somite  and  the  anterior  end  of  the  primitive 
ittreak. 

The  fir^  four  somites  belong  to  the  head,  and  enter  into  the 
eofDpo^ition  of  the  occifMtal  reeion.  The  more  anterior  part  of 
the  roesolilast  of  the  head  ne\"er  becomes  segmented  in  the  chick. 
In  tlie  anamniote  vertebrates,  segmentation  of  the  mesoUast 
extewl*  farther  forwanJ.  and  there  is  a  greater  number  of  cephalic 
MOtniUm.  TiiL:  may  be  taken  as  eWdence  that  a  large  part,  at 
leaKt,  of  the  head  was  pnmiti\'ely  segmented  like  the  trunk. 
Ax  we  jfhall  see  later,  the  primiti\'e  metamerism  of  the  head  is 
aWi  expresses!  in  other  ways:  neuromeres.  branchiomeres.  etc. 

The  ifegn^ntation  of  the  mesoblast  finally  extends  to  the 
hiiKl  end  of  tlie  tail,  new  segments  being  continually  cut  off 
from  the  anterior  end  of  the  paraxial  mesoblast  until  it  is  all  used 
up,  Thiij  w  not  complete  until  the  fifth  day.  The  number  of 
mmiU^  thiin  formed  L<  perfectly  constant,  as  is  also  the  fate  of 
tlie  individual  s^^^mites. 

Primary  Structure  of  the  Somites.  Each  somite  is  primarily 
a  bU>ck  of  cells  arranged  in  the  form  of  an  epithelium  around  a 
Kmall  central  lumen,  towards  which  the  inner  ends  of  all  the  cells 
converge  CFig.  ftS  B).  The  central  ca\-ity  (myocoele^^  is.  however, 
filled  with  an  irregularly  arranged  group  of  cells,  and,  though 
the  ca\'ity  mast  l>e  regarded  as  part  of  the  primitive  body-cavity, 
or  crelome,  it  has  no  open  communication  with  it.  After  the 
HomiteH  are  formed  they  rapidly  become  thicker  so  that  their 
Iat4*ral  lx>undar>'  Incomes  very  sharply  marked:  this  is  not  due 
to  a  longitudinal  coa*Jtriction  external  to  the  paraxial  mesoblast, 
an  UHually  stated.  Each  somite  has  six  sides,  of  which  five  are 
intft,  viz.,  dorsal .  ventral,  anterior,  posterior,  and  median.  The 
sixth  or  lateral  side  Is  continuous  with  the  nephrotome. 

The  Nephrotome,  or  Intermediate  Cell-mass  (Middle  Plate). 

'  H'ltu'o  thr»  alx)vc»  was  written,  J.  T.  Patterson  has  obtained  th*:'  same 
reMiiltH  (liiol.  Bull  Xlll,  1907). 
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The  somites  and  the  lateral  plate  are  not  in  immediate  contact 
but  are  separated  by  a  short  stretch  of  cells  continuous  with 
both,  known  as  the  nephrotome  or  intermediate  cell-mass  or 
middle  plate.  The  intersegmental  furrows  do  not  extend  into 
the  intermediate  cell-mass,  and  the  latter  therefore  remains 
unsegmented  like  the  lateral  plate.  It  consists  fundamentally 
of  two  layers  of  cells,  dorsal  and  ventral,  of  which  the  former 
is  continuous  with  the  dorsal  wall  of  the  somite  and  the  somatic 
layer  of  the  lateral  plate,  and  the  latter  with  the  ventral  wall 
of  the  somite  and  the  splanchnic  layer  of  the  lateral  plate  (Fig. 
68  B).  Thus  if  the  two  layers  of  the  intermediate  cell-mass 
were  separated  the  space  between  them  would  be  continuous 
with  the  coelome  that  arises  secondarily  in  the  lateral  plate.  This 
condition  actually  exists  in  some  of  the  Anamnia  (Selachii,  for 
instance)  in  which  the  intermediate  cell-mass  is  also  segmented. 

The  Lateral  Plate.  This  name  is  given  to  the  lateral  meso- 
blast  within  which  the  body-cavity  arises.  It  is  separated  from 
the  somite  by  the  nephrotome  and  its  lateral  extension  coincides 
with  the  margin  of  the  vascular  area. 

Development  of  the  Body-cavity  or  Ccelome.  The  coelome 
or  body-cavity  arises  within  the  lateral  plate  as  a  series  of  sep- 
arated small  cavities,  distributed  throughout  its  whole  extent, 
which  appear  first  in  the  anterior  portion  (1-3  s  stage).  By 
successive  fusion  of  these  cavities  and  their  extension  centrally 
and  laterally,  there  arises  a  continuous  cavity,  the  coelome, 
which  extends  from  the  nephrotome  to  the  margin  of  the  vascular 
area  (Fig.  68),  and  which  becomes  the  pleuro peritoneal  and  per- 
icardial cavities  in  the  embryo,  and  the  extra-embryonic  body- 
cavitv  bevond  the  boundaries  of  the  embryo. 

Of  the  two  layers  of  the  lateral  mesoblast  thus  established, 
the  external  Is  known  as  the  somatic  and  the  internal  as  the 
splanchnic  layer.  In  the  course  of  development  the  somatic 
layer  becomes  closely  bound  to  the  ectoderm,  thus  constituting 
the  somatopleure,  and  the  splanchnic  layer  becomes  similarly 
united  to  the  entoderm,  thus  establishing  the  aplanchnopleure. 
The  somatopleurc  is  destined  to  form  the  body-wall  and  the 
extra-embryonic  membranes  known  as  the  amnion  and  chorion; 
from  the  splanchnopleure  is  derived  the  alimentary  canal  with 
all  its  appendages,  and  the  yolk-sac.  As  descril)e(l  in  detail  in  the 
next   chapter,   this   splitting  of    the   mesoblast  progresses  with 
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the  overgrowth  of  the  yolk  until  it  extends  completely  around 
the  latter 

Returning  now  to  the  first  stages  in  the  formation  of  the  coe- 
lome.  In  the  3  s  stage  it  undergoes  a  precocious  expansion  in 
the  region  lateral  to  the  head  of  the  embryo  (Figs.  51,  52,  etc.), 
forming  a  pair  of  large  cavities  known  as  the  amnio-cardiac 
vesicles,  because  they  participate  in  the  formation  of  the  amnion 
and  pericardium.  These  cavities  extend  in  rapidly  towards  the 
middle  line,  and  enter  the  head-fold  in  the  4-5  s  stage  (Figs.  52, 
58).  At  the  stage  of  6-7  s  they  meet  in  the  floor  of  the  fore-gut 
immediately  behind  the  oral  plate  and  fuse  together,  thus  di\dd- 
ing  the  head-fold  into  somatic  and  splanchnic  limbs,  as  previously 
described.  A  median  undivided  portion  of  the  body-cavity 
known  as  the  parietal  cavity  (forerunner  of  the  pericardium) 
is  thus  established  beneath  the  fore-gut;  and  it  extends  back- 
ward with  the  elongation  of  the  fore-gut  in  the  manner  already 
described.  A  pair  of  blind  prolongations  of  this  cavity  extends 
a  short  distance  forwani  at  the  sides  of  the  oral  plate  at  the  10-12  s 
stage  (of.  Fig.  62).  lying  lateral  and  ventral  to  the  x-entral  aort«. 

The  median  angle  of  the  body-cavity,  where  the  somatic 
and  splanchnic  layers  meet,  is  a  point  of  fundamental  morpho- 
logical importance.  In  the  region  of  the  somites  the  nephrotome 
is  attached  hone,  and  in  the  head  the  wing  of  cells  leading  to  the 
axial  me5!obl:i5t  (of.  Figs.  68  B,  53,  and  54).  In  an  embrj'o 
with  ten  sc^mitos  this  angle  may  Iv  traced  forward  to  near  the 
hinder  end  of  the  onil  plate,  lying  beneath  the  lateral  angles  of 
the  i^annx, 

MesobUst  of  the  Head.  Mesoblast  exists  in  two  forms  in 
the  embno:  (I)  in  the  fonn  of  epithelial  layers  or  membranes 
(nie?>othelium\  and  (2)  in  the  form  of  migrating  cells  which 
tisuallv  unite  secondarilv  to  form  a  svnovtium  in  the  form  of  a 
network,  the  n>cshcs  of  which  art^  filled  with  fluid:  tlie  nuclei 
lie  in  the  thickened  nodes.  This  form  of  tlio  nx^^blast  is  known 
lis  wiesenchxTne.  It  is  alw,^\-s  lioriwti  fn^m  a  pi^?-existing  epi- 
thelial la\Ter,  "usuallv,  but  not  noooss,-^rilv,  mes<Mheliimi,  for,  as 
m«  shall  see,  parts  of  it  aiv  t^oriwd  m>m  ectoderm  and  entoderm; 
on  the  other  hand,  nvsenchvmo  niav  secondarilv  ta^ke  on  an 
epithelial  arrangement  (ondotboliiini'^.  The  tomis  mesothelium 
and  Tnesench\nme  ha\T  thorrfore  nyonl>  drscripiive  significance 
in  the  early  ennbr>'onir  st^iges.     The  niost-'nfhynic  has  no  single 
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embryonic  significance  either  as  to  origin  or  fate,  but  is  to  be 
regarded  as  a  mixed  tissue. 

The  mesoblast  of  the  head  is  derived  from  several  sources: 
(1)  from  a  continuation  forward  of  the  paraxial  mesoblast;  (2) 
by  proliferation  from  the  fore-gut;  and  (3)  from  proliferations  of 
ectoderm. 

(1)  The  axial  mesoblast  of  the  head  is  an  anterior  continua- 
tion of  that  of  the  trunk;  it  terminates  at  the  anterior  end  of  the 
fore-gut  with  which  it  is  continuous  from  the  stage  of  the  head- 
process  up  to  about  the  6  s  stage  (Figs.  43  and  49).  In  the 
anterior  part  of  the  head  it  Is  mesenchymal  in  its  general  struc- 
ture, grading  posteriorly  into  the  mesothelial  paraxial  mesoblast 
of  the  hinder  part  of  the  head  and  trunk.  It  is  continuous  at 
first  with  the  lateral  mesoblast  in  which  the  amnio-cardiac 
vesicles  are  forming;  but  this  connection  is  lost  in  the  anterior 
part  of  the  head  that  projects  forward  above  the  blastoderm; 
that  is,  in  front  of  the  head-fold. 

(2)  The  anterior  end  of  the  fore-gut  proliferates  mesenchyme 
from  the  time  of  its  first  formation  to  about  the  6  s  stage  (Fig. 
49).  The  proliferation  is  so  rapid  that  it  may  give  rise  to  the 
appearance  of  diverticula.  The  extreme  anterior  end  of  the  floor 
forms  a  sac  which  lies  just  in  front  of  the  oral  plate  at  the  4  s 
stage  (Fig.  52  A),  but  soon  after  breaks  uj)  into  mesenchyme. 
There  is  a  considerable  mass  of  mesenchvme  formed  from  this 
source  in  the  space  bounded  by  the  anterior  end  of  the  fore-gut, 
the  neural  tube  and  the  ectoderm;  at  the  4  s  stage  this  appears 
fused  with  the  floor  of  the  neural  tul)e  and  the  surface  ectoderm, 
and  probably  receives  cells  from  both;  the  anterior  end  of  the 
notochord  also  disappears  in  this  mass  (cf.  Fig.  67). 

(3)  Ectodermal  proliferations  forming  mesenchyme  in  the 
head.     (This  subject  is  discussed  in  the  next  chapter.) 

Vascular  System.  Tlie  origin  of  the  blood-islands  in  the 
opaque  area  was  descrilxjil  in  the  preceding  chapter.  They  lie 
between  the  ccrlomic  mesoblast  and  the  yolk-sac  entoderm  de- 
rived from  the  germ-wall.  When  the  somatopleure  and  splanch- 
nopleure  are  formed  the  ])l()od-islan(is  lie  ])etween  the  two  layers 
of  the  latter,  and  the  somatopleure  is  entirely  bloodless.  About 
the  stage  of  1  somite  a  vascular  network  continuous  with  the 
original  network  of  the  opaque  area  l>egias  to  api)ear  in  the 
pellucid  area,  at  first  at  the  margin  of  the  opaque  area,  but  by 
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^iegreeH  nearer  and  nearer  to  the  embrj-o,  until,  by  the  7  or  8  s 
Htage,  blcKKl-veH«eb  Ijegin  to  appear  in  the  embr>'0  itself.  It  is 
important  U)  note  that  the  order  of  appearance  of  the  vascular 
primordia  in  firHt  in  the  area  opaca  in  the  order  pre\'iously  de- 
Hcrilxjd,  tlien  in  the  pellucid  area  and  finally  in  the  embrj'o  itself. 
Moreover,  the  parts  appearing  later  are,  usually  at  least,  in  con- 
tinuity with  those  first  formed. 

Itefore  discussing  the  way  in  which  the  blood-vessels  arise 
in  the  pellucid  area  and  in  the  embryo,  we  should  consider  the 
first  differentiation  within  the  original,  or  peripheral,  blood- 
islands.  Ifetween  the  3  and  5  s  stage  it  may  be  noticed  in 
sections  that  vacuoles  are  forming  within  the  peripheral  blood- 
islands  near  the  entodermal  surface.  The  expansion  of  these 
vacuoles  (tarries  the  peripheral  layer  of  cells  away  from  the  main 
mass  of  cells  composing  the  blood-islands,  and  by  degrees  the 
process  is  carried  completely  around  the  blood-island,  so  that 
the  ix^riplionil  layer  becomes  entirely  separated  from  the  central 
nuiss  and  encloses  it  (See  Fig.  6«S  C).  The  enclosing  cells  become 
flatUMied  (luring  this  pnxiess  to  form  an  endothelium;  inasmuch 
as  the  blood-islands  are  not  separate,  but  anastomose  to  form  a 
network,  the  process  results  in  the  formation  of  a  network  of 
endothelial  tul)es  enclosing  cell-masses.  Thus  arise  the  first 
blood-vess(^ls.  Tlie  enclosed  masses  of  cells  rapidly  acquire 
ha»mogl()bin,  b(»c()me  separated  from  one  another,  and  form 
blood-cells. 

Then*  is  a  great  difference  in  the  relative  amounts  of  blood- 
cells  fornunl  in  different  regions.  Thus  in  the  anterior  part  of 
the  opa(|ue  area  and  in  the  }x»llucid  area  the  original  blood- 
islands  are  relatively  small  (Figs.  44  and  45),  and  furnish  material 
HufKcient  onlv  for  the  formation  of  the  blood-vessels.  On  the 
other  hand,  in  tlie  {x^ripheral  part  of  the  vascular  area,  especially 
towards  its  jx)sterior  entl.  the  largest  masses  of  blood-cells  are 
found:  and  these  conditions  grade  into  one  another.  In  other 
wonls.  the  formation  of  blood-cells  is  restricted  at  this  time  to 
the  opaipie  area,  anti  is  most  abundant  jx)steriorly.  In  the 
|M^llucid  area  only  empty  blood-vessels  are  formed.  Similarly 
the  blood- vesst* Is  of  the  embryo  itself  are  at  first  empty:  they 
lHHH>me  tilled  secomlarily  fnun  tlie  opaijue  area  when  circulation 
U^gins. 

The    ap[H\nnuuv    of   blooil-vessels    within    the    {vllucid    area 
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and  the  embryo  has  been  interpreted  in  two  principal  ways: 
(1)  that  they  are  an  ingrowth  from  the  original  vascular  primor- 
dium  of  the  opaque  area;  and  (2)  that  they  arise  by  differentia- 
tion in  situ.  The  first  view  was  originally  stated  by  His,  and 
has  been  supported  by  Kolliker  and  others.  The  second  is  sup- 
ported by  Riickert,  P.  Mayer  and  others.  The  observations, 
on  which  the  ingrowth  theory  of  His  were  based,  were  made 
originally  on  whole  blastoderms  of  the  chick,  and  concerned 
primarily  the  order  of  origin  of  the  blood-vessels,  which  is  cen- 
tripetal. But  it  is  obvious  that  such  observations  do  not  in 
themselves  demonstrate  the  existence  of  an  independent  ingrow- 
ing primordium;  they  are  not  in  the  least  inconsistent  with  the 
view  that  the  blood-vessels  differentiate  from  the  cells  in  situ. 
Within  the  embryo  itself  parts  of  certain  vessels  appear  to  arise 
separately,  and  form  secondary  connections  with  the  vessels 
formed  at  an  earlier  time;  this  is  the  case  for  instance  with  the 
dorsal  aorta  in  the  region  of  the  head.  The  histological  appear- 
ances accompanying  the  first  origin  of  blood-vessels  in  the  pel- 
lucid area  appear  to  favor  the  view  that  they  arise  from  detached 
cell-groups  of  the  splanchnic  mesoderm.  It  would,  however,  be 
going  too  far  to  assert  that  the  embryonic  blood-vessels  have  no 
independent  power  of  growth;  certain  appearances  cannot  be 
satisfactorily  explained  in  any  other  way. 

Origin  of  the  Heart.  The  embryonic  heart  possesses  two 
layers:  an  internal  delicate  endothelium,  the  endocardium,  and 
an  external  strong  muscular  layer,  the  myocardium.  The  endo- 
cardium arises  in  continuity  with  the  blood-vessels  of  the  pellucid 
area,  and  is  in  no  wise  different  from  them;  the  myocardium,  on 
the  other  hand,  arises  from  the  splanchnic  mesoblast.  The  heart 
is  thus  to  be  regarded  as  a  ix)rtion  of  the  embryonic  vascular 
system,  specially  provided  with  a  muscular  wall  for  the  propul- 
sion of  the  blood.  The  fii>it  indication  of  the  heart  is  a  thicken- 
ing of  the  splanchnopleure  of  the  amniocardiac  vesicles,  which 
forms  the  primordium  of  the  myocardium.  This  is  situated  a 
short  distance  lateral  to  the  hind-brain  region  of  the  embryo,  and 
makes  its  appearance  between  the  stage  of  3  and  5  somites. 

The  endocardium  soon  appears  l)etween  the  thickened  ento- 
derm and  the  mvooardium,  in  the  form  of  a  tlelicate  endothdial 
vessel  on  each  side,  continuous  with  the  extra-embrvonic  ])l()od- 
ves.sels.     This  is,  indeed,  the  place  where  the  blood-vessels  first 
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reach  the  embryo.  The  myocardium  then  becomes  arched 
towards  the  body-cavity  and  includes  the  endocardium  in  its 
concavity  (Fig.  53).  The  heart  thus  comes  to  consist  of  two 
parts  on  each  side:  a  myocardial  gutter  semicircular  in  cross 
section,  open  towards  the  entoderm,  and  an  endothelial  tube 
lying  in  the  gutter,  and  in  contact  with  the  entoderm.  At  this 
time  the  lateral  limiting  sulci  appear  in  the  splanchnopleure 
just  central  to  the  endocardium  on  each  side,  and,  as  the  fore- 
gut  closes  from  in  front  backwards,  the  following  changes  take 
place  (Figs.  54  and  54  A):  (1)  the  entoderm  withdraws  completely 
from  the  fused  apices  of  the  lateral  folds  in  the  splanchnopleure, 
and  thus  a  wide  separation  is  made  between  the  floor  of  the  pharynx 
and  the  splanchnopleure  below;  (2)  the  right  and  left  endocardial 
tubes  come  into  immediate  contact  in  the  floor  of  the  pharynx; 
(3)  the  two  myocardial  gutters  coming  together  form  a  single 
tube  around  the  endocardium,  suspended  by  a  double  mesoder- 
mal membrane  (me^ocardium  or  dorsal  mesentery  of  the  heart)  to 
the  floor  of  the  pharynx,  and  attached  by  a  similar  mesentery 
{ventral  mesentery  of  the  heart)  to  the  splanchnopleure  beneath 
(Fig.  54).  The  latter  connection  is  ruptured  almost  as  soon  as 
formed,  so  that  the  floor  of  the  myocardium  becomes  complete 
(Fig.  54  A).  Soon  after  the  completion  of  the  floor  of  the  phar- 
ynx the  two  endocardial  tubes  press  together  until  the  common 
wall  becomes  reduced  to  a  vertical  partition,  which  then  ruptures; 
and  finally  (10-12  s)  all  traces  of  the  original  duplicity  of  the 
heart  disappear  (Figs.  60,  62,  64). 

The  heart  thus  arises  from  two  lateral  halves  which  fuse  sec- 
ondarily to  form  a  single  tube.  This  fusion  takes  place  from 
in  front  backwards,  hence  the  anterior  end  of  the  heart  is  formed 
first.  Indeed,  the  full  length  of  the  cardiac  tube  is  not  formed 
in  the  period  covered  by  this  chapter;  the  definitive  hindermost 
division  is  established  by  concrescence  after  the  12  s  stage.  But 
the  actual  hind  end  is  always  continuous  with  the  extra-embryonic 
network  of  blood-vessels  and  this  connection  develops  into  the 
main  splanchnic  veins. 

As  a  rare  abnormality  the  lateral  primordia  of  the  heart  may  meet 
and  fuse  dorsal  to  the  embryo,  instead  of  in  the  floor  of  the  pharynx. 
This  condition  is  known  as  omphalocephaly ;  in  other  rare  cases  the  lateral 
halves  may  fail  to  unite,  and  two  hearths  may  be  formed. 

There  are  three*  views  eoncerning  the  origin  of  the  endocardium: 
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(I)  that  it  is  an  ingrowth  of  the  extra-embryonic  vessels,  (2)  that  it  arises 
from  the  mesoblast  in  situ^  (3)  that  it  arises  from  the  entoderm  in  situ. 
Appearances  such  as  that  shown  in  Fig.  53  favor  the  last  view. 

The  heart  is  then  a  double-walled  tube  attached  to  the  floor 
of  the  pharynx.  The  posterior  end  rests  squarely  against  the  an- 
terior intestinal  portal  and  is  continuous  with  the  rudiments  of 
the  splanchnic  veins  running  in  the  diverging  folds  of  the  portal; 
the  anterior  end  of  the  heart  is  continued  as  a  simple  endothelial 
tube  (ventral  aorta)  as  far  forward  as  the  oral  plate,  where  it  is 
divided  in  two  (Figs.  62,  64,  etc.). 

This  primitive  simplicity  of  the  cardiac  tube  continues  through- 
out the  period  considered  in  this  chapter  without  substantial 
alteration.  The  heart  increases  in  length  with  considerable 
rapidity,  but  being  attached  at  its  anterior  and  posterior  ends  by 
the  aortic  and  venous  roots  respectively,  it  is  forced  to  bend, 
nearly  always  to  the  right,  so  that  a  convexity  of  the  heart 
appears  to  the  right  of  the  embryonic  head,  at  about  the  11-12  s 
stage  (Figs.  63,  64).  About  this  time  the  mesocardium  (dorsal 
mesentery  of  the  heart)  disappears  except  at  the  posterior  end, 
and  the  cardiac  tube  thus  becomes  free  except  at  its  two  ends. 

The  Embryonic  Blood-vessels.  The  dorsal  aorta  arises  from 
the  median  edge  of  the  vascular  network,  which  extends  across 
the  pellucid  area  in  the  splanchnopleure.  At  the  stage  of  7-9 
somites,  it  has  reached  the  nephrotomic  level.  The  marginal 
meshes  gradually  straighten  themselves  out  into  a  longitudinal 
vessel,  continuous  with  the  net-work  at  the  sides  and  behind. 
Only  the  trunk  part  arises  in  this  manner.  The  cephalic  part 
arises  by  forward  growth  of  the  trunk  part  or  from  mesenchyme 
in  situ.  In  some  embryos  the  most  anterior  portions  of  the 
cephalic  aortae  are  mucli  better  developed  than  the  posterior  por- 
tion; indeed,  in  places  there  appears  to  be  a  complete  hiatus 
between  cephalic  and  tnmk  aorta?.  The  impression  gained  is  that 
a  large  part  of  the  cephalic  aorta?  arises  in  situ.  Some  series  of 
sections  are  practically  conclusive  in  this  respect  (8-9  somites). 
A  connection  is  then  formed  around  the  anterior  end  of  the  fore- 
gut  with  the  ventral  aortae  (Fig.  55),  and  an  arterial  pathway  Ls 
thus  established  from  the  heart  bv  wav  of  the  ventral  and  dorsal 
aortae  to  the  vascular  network  of  the  splanchnopleure. 

The  arterial  system  consists  at  thirty-three  hours  (12  s  stage) 
of  the  following  j)arts:    (1)   ventral  aorta;    (2)  first  visceral  or 
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mandibular  arteries  connecting  1  and  3;  (3)  dorsal  aortse:  (4)  seg- 
mental brancheH  of  the  dorsal  aortae.  The  ventral  aorta  Ls,  as 
we  have  wjen,  the  anterior  prolongation  of  the  endocardium 
extending  Ixitween  the  extreme  anterior  end  of  the  heart  proper 
and  the  oral  plate.  At  the  oral  plate  it  divides  into  two  branches, 
right  and  left  mandibular  arteries  or  arches,  that  surround  the 
anterior  end  of  the  fore-gut,  and  arch  over  to  be  continued  into 
the  two  dorsal  aort».  The  tissue  in  which  these  arches  run  is 
d(»4tined  to  form  the  mandibular  arch  or  lower  jaw.  The  two 
dorsal  aortffi  are  very  large  vessels  running  above  the  roof  of  the 
pharynx  near  its  lateral  angles.  They  give  off  no  branches  in 
the  head.  In  the  tnmk  they  pass  backwards  in  the  splanchno- 
pleura  iKjncath  the  somites  (Fig.  68  B),  and  are  connected  at 
intervals  with  the  extra-embryonic  blood-vessels.  These  con- 
nections are  more  important  in  the  region  of  the  primitive  streak 
(Fig.  03)  whom  the  dorsal  aortce  disappear  in  the  general  extra- 
embryonic network.  Slight  diverticula  of  the  dorsal  aortae 
ascend  in  the  interspaces  between  successive  somites  (segmental 
arti»ries). 

(\)ncerning  the  veins  in  the  period  under  consideration  there 
is  nothing  additional  to  be  said. 

V.    I)ks(^rii>tion  of  an  P^mbryo  with  10  Somites 

It  will  now  Ih>  in  place  to  descril)e  rather  fully  the  anatomy 
of  the  stage  at  which  we  have  arrived;  this  will  serve  as  a  point 
of  depart uni  for  the  next  chapter. 

The  bhustoderm  is  a  cin»ular  membrane  covering  a  consider- 
able |M)rtion  of  the  yolk  (cf.  Fig.  32  A).  The  embryo  appears 
to  the  naked  eye  ju^  a  whitish  streak  in  the  central  jiear-shaped 
|)ellucid  area.  The  surface  views  and  the  two  views  of  the  em- 
bryo viewed  as  a  tninsj>jirent  object  sliow  the  toix>gniphy  of  the 
various  |>i\rts  of  the  embryo  (Figs.  6i^-(Ui>. 

A  stH*tiou  acriKss  the  entire  bhistoderm  at  the  stage  of  10  s, 
thnuigh  the  sixth  somite  (Fig.  t>S>.  shows  the  following  parts: 

Tlie  trtoderm  Inninds  the  sei*tion  alH>ve:  it  is  thiokeneil  in  the 
unfitly  l^etweeu  the  neunil  tulv  and  the  somitt^.  auil  lxH*omes 
thinner  Jis  it  is  traanl  jx^riphen\lly :  at  the  extrvmo  jx^riphori*  of 
the  Wast^Hlerui  it  im^rges  into  a  ma8:>  of  ivlls  that  intorix^netrate 
the  volk,  Vontmllv  the  Knindarx-  of  the  sivtion  i<  lorraod  bv 
Ifcr  mi\Hitrm  which  is  slightly  an*heii  upwanis  in  the  tv.iavUe  line. 
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In  the  region  of  the  area  pielhicida  the  entoderm  is  very  thin;  at 
its  boundary  it  passes  rather  abruptly  into  the  large  rounded  vesi- 
cular cells  of  the  yolk-sac  entoderm,  which  Ixjcomes  continuous 
at  the  mai^gin  of  the  vascular  area  with  the  germ-wall;  the 
latter  continues  to  the  periphery  where  it  merges  in  the  undifferen- 
tiated cell-ma.ss  (zone  of  junction)  (Figs.  68  A-08  E).  The  large 
neural  i\i\ye  Is  not  vet  closed.  Ifeneath  the  neural  tube  is  a  sec- 
tion  of  the  solid  rod-like  notochord. 


Fig.  07.  —  Mctliaii  longitudinal  stnition  of  the  heiwl  of  an  cnihrj-o  of  l.'i  s. 

Ex!tani.,  Ectaninion.  F.  B.,  Fon»-hrain.  IL  B..  Ilind-hniin.  Inf..  In- 
fundibuluMi.  M.  B.,  Mid-brain,  pr'c.  pi.,  Pn»faniial  plate.  T.  p.,  TuIkt- 
culuni  pastoriiis.     Other  abbreviations  as  Ix'fon'. 


The  mesoderm  (Fig.  6S  A,  H,  V)  lies  between  the  parts  already 
named;  it  consists  on  each  side  of  the  middle  line  of  tlio  foUowing 
parts:  (1)  the  mesnhlastie  somite,  a  block  of  cells  that  radiate 
fn)m  a  central  cavity  filled  with  irregularly  dis|K)sed  cells;  (2)  the 
intermediate  cell-mass  or  ncphrotome,  forming  a  nari*ow  connect- 
ing bridge  l)etween  the  somite  and  the  lateral  j)late;  (3)  the 
Intend  ylate^  split  into  two  layers,  external,  known  as  the  somatic 
Uvjtr,  and  internal  or  splanehtn'c  Inner,  The  cavity  betwe<»n  the 
two  layers  is  the  calomv  or  body-iuivitif:  it  is  very  narrow  next  the 
nej)hrotome,  but  widens  as  it  extends  laterally  to  the  margin 
of  the  vascular  ar(»a,  and  is  divided  by  various  strands  of  cells 
extending  from  somatic  to  splanchnic  layei-s.  thus  indicating  its 
origin  ])y  fusion  of  c(clomic  vesicles. 

The  ectoderm  plus  the  somatic  layer  constitute  the  somato- 
pleure,  from  which  the  body-wall,  amnion,  and  chorion  are  derived, 
and  the  ento(lerm  pins  the  splanchnic  layer  form  the  spUmehno- 
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pleure,  from  which  arises  the  intestine  and  all  its  appendages, 
including  the  allantois  and  the  yolk-sac.  Blood-vessels  lie  be- 
tween the  splanchnic  mesoblast  and  the  entoderm.  The  large 
vessels  beneath  the  somite  and  nephrotome  are  the  dorsal  aortie; 
small  vessels  are  present  in  the  area  pellucida,  and  there  are 
many  large  ones  in  the  area  vasculosa.  The  walls  of  the  vessels 
are  constituted  of  a  single  layer  of  flat  endothelial  cells  bulging 
in  the  region  of  the  nuclei;  in  the  vascular  area  are  true  blood- 
islands  with  embryonic  blood-cells  more  or  less  fully  filling  the 
cavity. 

In  a  median  sagittal  section  (Fig.  67)  the  following  points 
should  be  noticed:  (1)  the  neural  tube  is  enlarged  in  the  region  of 
the  head  to  form  the  brain,  more  fully  described  below;  (2)  the 
entoderm  forms  a  tube  in  the  head  known  as  the  pharynx  or 
cephalic  enteron  (cephalic  part  of  the  fore-gut),  opening  behind 
the  heart  into  the  space  between  the  entoderm  and  yolk.  The 
floor  of  the  anterior  end  of  the  fore-gut  is  fused  to  the  ectoderm 
in  the  middle  line  forming  the  oral  plate.  The  entoderm  forming 
the  floor  of  the  fore-gut  turns  forward  around  the  hind  end  of 
the  heart,  and  beneath' the  anterior  part  of  the  head  forms  part 
of  the  proamnion  or  mesoderm-free  region  of  the  pellucid  area; 
(3)  the  large  pericardial  (parietal)  cavity  lies  beneath  the  floor 
of  the  fore-gut.  Attached  to  the  posterior  wall  of  the  pericar- 
dium one  sees  the  hind  end  of  the  heart  with  its  two  walls,  the 
endocardium  and  the  myocardium  a  fold  of  the  mesoblastic  lin- 
ing of  the  pericardium.  Between  the  anterior  end  of  the  pericar- 
dium and  the  oral  plate  is  seen  the  endothelial  ventral  aorta;  (4) 
the  notochord  lies  between  the  fore-gut  and  neural  tube  and  ends 
anteriorly  in  a  mass  of  mesenchyme  lying  between  the  infundib- 
ulum  and  fore-gut. 

The  Nervous  System.     The  neural  tube  is  closed  at  the  12  s 


Fig.  68.  —  A.  Transverse  section  across  the  axis  of  the  embryo  and  the  en- 
tire blastoderm  of  one  side.  The  section  passes  through  the  sixth  somite 
of  a  10  s  embryo,  and  is  int<»nded  to  show  the  topography  of  the  blastoderm. 
The  regions  B,  C,  D,  E  are  represented  under  higher  magnification  in  the 
Figs.  B,  C,  D,  E. 

a.  V.  e.,  Area  vitcllina  externa,  a.  v.  i.,Area  vitellina  interna.  Bl.  i.,  Blood 
island.  Bl.  v.,  Blood  vessel.  Coel.,  Coplome.  0.  \V.,  Germ-wall.  M.  O., 
Margin  of  overgrowth.  N'ph.,  Nephrotome.  S.,  Somite.  Som'pl.  Soma- 
topleure.  8prpl.,Splanchnopleure.  Som.  Mes.,  Somatic  layer  of  mesoblast. 
spl.  Mes.,  splanchnic  layer  ot  the  mesoblast.  S.  T.,  Sinus  terminalis.  Y.  S. 
Ent.,  Yolk-sac  entoderm.     Z.  J.,  Zone  of  junction. 
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stage  (Figs.  63  and  65)  to  a  point  a  little  behind  the  last  meso- 
blastic  somite;  beyond  this  the  medullary  folds  diverge  and  are 
lost  to  view  towards  the  hind  end  of  the  primitive  streak.  We 
may  distinguish  a  cephalic  portion  (brain  or  encephalon)  and  a 
trunk  portion  (spinal  cord  or  myelon)  of  the  neural  tube;  the 
boundary  lies  between  the  fourth  and  fifth  somites,  for  the  first 
four  somites  enter  into  the  composition  of  the  head.  The  brain 
is  thus  at  this  time  about  as  long  as  the  portion  of  the  cord  formed 
or  indicated  by  the  medullary  folds.     For  description,  see  p.  108. 

Alimentary  Canal.  The  alimentary  canal  and  its  appendages 
exist  only  potentially  in  this  embryo  in  the  form  of  the  splanchno- 
pleure,  except  in  the  head.  The  cephalic  enteron  of  this  stage 
corresponds  to  a  large  part  of  the  pharynx.  The  oral  plate  has 
already  been  described  in  connection  with  the  sagittal  section 
(Fig.  67).  In  transverse  section  the  extreme  anterior  end  of  the 
fore-gut  is  quite  narrow,  elsewhere  it  is  very  wide  laterally,  and 
in  one  place  its  lateral  expansions  come  in  contact  with  the 
ectoderm  on  each  side  and  fuse  to  it,  thus  indicating  the  hyoman- 
dibular  cleft:  The  floor  and  lateral  walls  of  the  pharynx  are  com- 
posed of  columnar  cells,  the  roof  of  flattened  squamous  cells 
(Fig.  54). 

Vascular  System.  The  heart  lies  in  the  parietal  cavity  be- 
neath the  pharynx;  it  is  bent  near  its  middle  to  the  right.  It  is 
an  undivided  double-walled  tube,  the  internal  wall  or  endocardium 
being  a  continuation  of  the  blood-vessels,  and  the  external  wall, 
myocardium  or  muscular  heart,  being  a  duplication  of  the  wall 
of  the  pericardium.  It  has  not  yet  reached  the  stage  of  regular 
contraction,  though  it  may  be  observed  to  twitch  from  time  to 
time.  The  chambers  of  the  heart  are  indicated,  but  not  clearly 
defined  at  this  time;  one  can  only  say  that  the  jx)sterior  end  is 
the  venous  end  from  which  the  sinus  and  auricles  are  to  form, 
and  the  anterior  two  thirds,  the  arterial  end,  destined  to  form  the 
ventricles  and  bulbus. 

The  endocardium  is  continued  anteriorly  into  the  ventral 
aorta  J  which  divides  on  each  side  of  the  oral  plate  (Fig.  64),  to 
form  the  mandibular  arches  that  describe  a  loop  around  the 
anterior  end  of  the  fore-gut  and  are  continued  posteriorly  a.s 
the  dorsal  aortcE,  which  run  above  the  roof  of  the  pharynx,  lateral 
to  the  notochord,  into  the  trunk,  where  they  lie  ventral  to  the 
nephrotome,  and  send  off  short  blind  branches  (segmental  arteries) 
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between  the  somites.     Near  the  primitive  streak  they  disappear 
by  merging  in  the  vascular  network  of  the  blastoderm. 

The  posterior  end  of  the  endocardium  divides  in  two  branches 
that  pass  out  along  the  postero-lateral  margins  of  the  fore-gut 
into  the  general  vascular  network  of  the  blastoderm  (Fig.  64). 
This  connection  constitutes  the  beginning  of  the  vitelline  veins 
through  which  the  blood  from  the  yolk-sac  enters  the  posterior 
end  of  the  heart. 

General.  The  elongated  form  of  the  entire  embryo  and  the 
preponderance  of  the  head  are  marked  features  of  this  stage. 
The  latter  condition  is  largely  due  to  the  order  of  origin  of  parts: 
the  anterior  parts  preceding  the  more  posterior  in  their  appear- 
ance. The  head  is  really,  therefore,  in  a  more  advanced  stage 
of  development  than  the  trunk,  hence  larger.  The  elongated 
condition  of  the  head  and  the  arrangement  of  all  its  organs  in 
longitudinal  sequence,  however,  are  probably  conditions  of 
phylogenetic  significance,  and  point  towards  an  ancestral  con- 
dition. The  topographical  values  of  the  divisions  of  the  em- 
br>'onic  head  are  very  different  from  those  of  the  adult,  to  attain 
which  certain  regions  develop  to  a  relatively  enormous  extent, 
and  others  comparatively  little. 

A  number  of  features  in  the  anatomy  of  the  12  s  stage  are 
purposely  omitted  from  this  description,  as  they  represent  the 
primordia  of  structures  described  more  fully  beyond;  such,  for 
instance,  are  the  neural  crest,  the  pronephros,  etc. 

Zones  of  the  Blastoderm.  The  following  zones  may  be  recog- 
nized in  the  blastoderm  :  (1)  the  pellucid  area  surrounding  the 
embryo;  (2)  the  va.scular  zone  of  the  opaque  area;  (3)  area  vitel- 
lina  interna;  (4)  area  vitellina  externa.  The  pellucid  area  is 
readily  defined  by  its  transparency  and  by  the  existence  of  the  sub- 
germinal  cavity  l>eneath  it.  The  vascular  zone  is  most  readily 
defined  by  the  exteasion  of  the  blood  tissue  which  has  a  very 
definite  margin,  coincident  with  the  extension  of  the  mesoblast. 
The  area  vitellina  includes  all  of  the  blastoderm  peripheral  to  the 
vascular  area,  and  it  is  characterized  by  the  presence  of  two 
layers  only,  ectoderm  and  entoderm  (germ-wall).  It  is  again 
divided  into  two  concentric  zones,  internal  and  external.  The 
internal  is  much  the  wider  (Fig.  32  A),  and  is  characterized  by 
the  existence  of  a  i)erilecithal  space,  i.e.,  a  slight  fluid-filled 
cavity  tetween  the  entoderm  and  yolk  continuing  the  subgerminal 
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cavity  peripherally.  The  external  vitelline  area  is  relatively 
narrow,  and  consists  (1)  of  the  zone  of  junction  adjoining  the 
internal  vitelline  area,  and  (2)  a  free  margin  separate  from  the 
yolk  (margin  of  overgrowth).  The  zone  of  junction  is  the  per- 
sistent embryonic  or  formative  part  of  the  blastoderm  from 
which  the  extra-embryonic  ectoderm  and  entoderm  arises.  Thus 
as  it  spreads  peripherally  over  the  surface  of  the  yolk,  it  leaves 
on  its  central  margin  the  differentiated  extra-embryonic  ecto- 
derm and  entoderm;  in  other  words,  the  zone  of  junction  is  the 
youngest  part  of  the  blastoderm,  and  the  concentric  zones  that 
may  be  drawn  within  it  represent  successively  older  stages  in  a 
centripetal  direction.  Therefore  in  a  transverse  section  through 
the  entire  blastoderm  successive  stages  of  differentiation  of  the 
ectoderm  and  particularly  of  the  entoderm  are  met  as  one  passes 
from  the  zone  of  junction  towards  the  center. 

The  free  margin  arises  from  the  zone  of  junction  in  the  manner 
already  described  in  Chapter  II.  It  may  be  considered  as  a  part 
of  the  ectoderm  and  it  terminates  in  a  row  of  enlarged  cells  that 
often  exhibit  amoeboid  prominences  on  their  margins.  It  would 
appear  that  these  cells  have  the  function  of  a  mai^inal  wedge 
that  separates  the  vitelline  membrane  and  yolk. 

The  germ-wall  has  been  the  subject  of  many  extended  re- 
searches, but  a  definitive  solution  of  its  origin  and  function  has 
not  hitherto  been  obtained,  mainly  on  account  of  the  incomplete 
knowledge  of  its  early  history.  The  ground  here  taken  is  in  some 
respects  different  from  that  of  the  various  authors,  but  it  is  based 
on  a  study  of  its  early  history  given  in  Chapter  II.  There  is  no 
deviation  from  the  mode  of  formation  of  the  zone  of  junction  in 
the  stage  under  consideration  from  what  was  found  in  earlier 
stages,  and  there  is  no  reason  to  believe  that  its  subsequent  history 
varies  in  any  important  respect.  It  appears  to  be  produced  by 
continuous  proliferation  of  the  cells  in  the  yolk  as  in  earlier  stages 
(see  Fig.  68  E).  These  cells  actively  engulf  the  large  yolk  gran- 
ules, and  the  histological  structure  Ix^comes  in  consequence  diffi- 
cult of  analysis.  The  cells  lose  their  individuality  and  constitute 
an  extended  syncytium,  the  protoplasm  of  which  is  packed  with 
yolk-granules.  In  removing  the  blastoderm  from  the  egg  in  salt- 
solution  one  finds  always,  iifter  removing  the  yolk  that  may  be 
washed  off,  a  narrow  submarginal  zone  of  adherent  yolk  that  is 
not  readily  removed,  and  this  is  the  site  of  the  zone  of  junction. 
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Centrally  to  the  zone  of  junction  we  have  the  differentiated 
ectoderm  and  germ-wall  sharply  separated  from  the  yolk  by  the 
perilecithal  space.  The  ectoderm  of  the  inner  zone  of  the  vitelline 
area  requires  no  extended  notice;  it  consists  at  this  time  of  a  sin- 
gle layer  of  flattened  cells.  The  germ-wall  next  to  the  zone  of 
junction  consists  of  two  or  three  layers  of  large,  more  or  less 
rounded,  cells  with  definite  boundaries,  each  of  which  contains 
one  or  more  yolk-spheres  and  smaller  yolk-granules  (Fig.  68  E). 
We  may  say  roughly  that  whereas  in  the  zone  of  junction  we 
have  cells  in  the  yolk,  in  the  vitelline  area  we  have  yolk  in  the 
cells.  This  may  indicate  sufficiently  the  way  in  which  a  several 
layered  epithelium  Incomes  differentiated  from  the  zone  of  junc- 
tion. As  this  epithelium  is  traced  centrally  we  find  usually  a 
short  distance  from  the  zone  of  junction  a  thinner  area  (Fig. 
68  D),  and  beyond  this  again  the  several  layers  of  cells  even 
more  laden  with  yolk-spheres  and  granules  than  previously;  so 
that  it  would  appear  that  these  cells  may  actively  engulf  yolk- 
granules.  At  the  margin  of  the  vascular  area  the  entoderm  be- 
comes one-layered,  and  is  composed  of  columnar  cells  with  swollen 
free  margins  turned  towards  the  yolk  and  still  containing  some 
yolk-granules  and  spheres  (Fig.  68  C).  At  the  margin  of  the 
pellucid  area  there  is  a  rather  sudden  transition  to  the  flat  ento- 
dermal  epithelium  characteristic  of  this  area. 


BTSmM  TU'KLVK  to  TIIIIM  V  SIX  SOMITES.    THIRTY- 
Kont  TO  Si;\  KNTV  TWO  HOURS 

L  Devkm)PM^nJ'  or  vwv  Iavkhwu  Fokm,  and  Turxing  of 

vnt   lAiiuno 

In  th(»  rinl»»\A*  ot  nwhv  mmuIios  f>nly  tlio  head  is  distinctly 
^eparat^?*!  fn»in  llio  tvlr«^sionu.  ju\d  thoiv  is  no  sharp  boiindan' 
becnei-ri  ihr  t»nitM>\*\\^  uui  r\tr:MMn!>rvonic  portions  of  the 
U^t/Hb^rin  ill  tho  »\v<o<*  «^t  ti»o  trunk:  hut  this  changes  ver}^ 
rmDidlv-  I'l''*  pu'isu*-'-  i*!  O^o  do\«»K»|uncntal  processes,  that  have 
nuirkfd  oul  mm  otnlnxonh^  c»\is  in  \\\v.  hhistodenn,  pmduces  in 
the  vourtiv  ol'  al»»»ul  iMo.hlivn  houix  a  sharp  distinction  everywhere 
betW(M)ii  t'inhno  i\\\A  o\Hm  oinhryonic  hhistodenn.  The  latter, 
UiKethor  with  i\\\  o»ilHn»\\lli  ol*  the  enibrjonic  hind-jrut  udhuitois). 
then  constitute  |Ih»  m»  cmIIimI  rmhryonic  memhrams,  which  l>ecome 
^^rv  comp'»«'"*'''^'  ''*'"^  which  j)n>vide  for  the  pmtoction.  respira- 
li<ni.  and  nutntion  ol'  thccmhryo.  We  shall  consider  the  fonna- 
wn  »»f  l*»*'  cinluyouic  m(»rnhranes  separately  in  f>riler  not  to 
Ki>niMi«'  llic  iitToiint  t»f  th<»  development  of  the  external  form  of 

In  .•.iiiMidtMinf,  the  dcvchipment  of  the  external  form  of  the 
(•nihi'vo,  \\t»  inuMi  distinguish  U'tween  those  j)rocesses  that  sepa- 
rate it  •»'""  •'»«*  rvlni-crnhryonic  blastoderm,  and  those  that  occur 
vvitlun  itfi  «'\Mi  suhstMUce  leading  to  various  characteristic  l>end- 
iii^.s  jiiul    llr\uh's:    wc    may  consider  them  separately,  although 

liicN  :»"»'  i;*""^'i  •"'  ''^  ^^"*  same  time. 

Seiuiiulion  of  the  Embryo  from  the  Blastoderm.  The  separa- 
l.iuii  "I  *'»•'  eiul»rv«»  from  the  blastoderm  takes  place  by  the 
Iniuijiiii'"  »'l  'erlMin  f<»lds  or  sulci  that  m;iy  be  named:  (1)  the 
lirad  li'ld  «»i  iiM/f /■/"/•  liniitinff  sulruti:  (2)  the  I  a  tern  lli  mi  timj  sulci, 
■i|i|H';»'tiu'  .» .  |milun|'!ili<nis  of  the  lu^ad-fold  along  tlie  sides  of  the 
^niiliiMuiu    jiMi.  Mud  CO  th(^  t:iil-fold  or  postrrii)r  limitimj  sukus. 

I  lir  he. id  Inld  !i:is  U'cii  deserilM'd  in  detail  in  the  pi'eceding 
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chapter.  The  lateral  limiting  sulci  are  a  continuation  of  the 
lateral  limbs  of  the  head-fold;  they  owe  their  origin  to  the  folding 
of  the  splanchnopleure  and  somatopleure  adjacent  to  the  embryo 
towards  the  yolk,  at  the  line  of  junction  of  embryonic  and  extra- 
embryonic parts.  The  tail-fold  arises  about  the  stage  of  26  to 
27  somites  (Fig.  93),  and  ia  similar  to  the  head-fold,  except  that 
it  is  turned  in  the  opposite  direction.  The  sulci  combine  to  form 
a  continuous  ring  around  the  embryo  and  gradually  pinch  it  off, 
so  to  speak,  from  the  extra-embryonic  blastoderm. 

In  the  splanchnopleure  the  limiting  sulci  (Fig.  69)  come  to- 


Fic  69.  —  Tran.sverae  section  Ihrough  Ihe  fifth  somite  of  the  23  s  atat^. 

Amn..  Amnion.  Ao.,  Aoria,  a.  i.  p..  Anterior  intestinal  portal.  Cocl., 
Crelomc.  Chor,  Chorion,  Ectam.,  Ectamnion.  K.  E.  D.  C,  Extra-imbry- 
onic  hoily-cavity.  Int.,  IntCHtinp.  |.  1.  s..  Lateral  limiting  sulcus.  My., 
Myotome,  s.  a.,  Sepmental  artery.  So'pl.,  Somatopleure.  Spl'pl.,  Splanch- 
nopleure. B..  Somite,  h.  5,  Fifth  somite.  V.  <>.  M.  R.  and  L.  Right  and  left 
omphalo-mcsenleric  veina.     V.  V.,  Vitelline  vein. 

gether  and  fuse  both  in  a  catidat  direction  from  the  fore-gut,  and 
siiljseqiiently  in  a  cephalic  direction  from  the  hind-gut  (see  below), 
so  as  to  convert  tho  Kplanchnic  gutter  into  a  ttilx;  (the  alimentarj' 
canal).  There  is  thus  a  ventral  suture  along  the  alimentary 
canal  in  which  the  oiitiKlerni  of  the  alimentary  canal  becomes 
separated  from  the  extra -embryonic  entoderm,  thus  leaving  a 
double  layer  of  the  sphmchnic  mesiibliist  (ventral  mesentery) 
connecting  the  alimentary  canal  with  tho  oxtra-cmbryonlc  wplunoh- 
noplcuro;  but  this  {h.-iapiieai^  everywhere  a-s  soon  a.f  formed, 
e.xcept  in  the  rrgi'in  of  the  jMislcrinr  part  of  the  heart  aiul  the 
liver  where  it  forms  the  dorsal  niesocanlium  and  gastro-hcpatic 
ligament  (Fig.  1  IS),  and  in  the  region  of  the  neck  of  the  allantois. 


1^ 
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The  fore-gut  is  thus  being  continually  lengthened  backwards 
by  fusion  of  the  lateral  limbs  of  the  splanchnopleure  At  the 
31  8  stage  this  has  proceeded  about  to  the  fourteenth  somite. 
At  about  the  26  s  stage  the  tail-fold  appears  in  the  splanchno- 
pleure,  thus  establishing  the  hind-gut  (Fig   70)  nhich  gradually 


fold  Id  the  splanchnoplcurc.    Other  abbrevii\tionB 


elongates  forwards.  There  remains  then  an  open  portion  of  the 
alimentary  tract,  where  its  walls  are  continuous  with  the  extra- 
embryonic splanchnopleure  or  yolk-sac.  This  is  known  as  the 
yolk-Htalk.  The  entrance  from  the  yolk-sac  into  the  fore-gut 
is  known  as  the  anterior  intestinal  portal,  and  that  from  the 
yolk-sac  into  the  hind-gut  as  the  posterior  intestinal  portal  (Fig. 
70).  At  the  27  s  stage  the  yolk-stalk  is  long  and  narrow  (Fig. 
106);  the  stems  of  the  splanchnic  (omphalo- mesenteric)  veins  run 
to  the  heart  in  its  anterior  portion,  and  the  omphalo-mesenteric 
arteries  pass  out  about  its  center.  As  it  gradually  closes,  the 
stems  of  the  omphalo-mesenteric  arteries  and  veins  are  brought 
closer  together.  At  about  five  days  it  liecomew  a  tubular,  thick- 
walled  stalk,  connecting  intestine  and  yolk-sac,  and  so  remains 
thnuighout  embryonic  life. 

The  limiting  sulci  in  the  somatopleure  \ea<\  to  the  formation 
of  the  body-wall.  In  the  trunk  the  soma  to  pi  en  re  is  separated 
from  the  splanchnopleure  by  the  ccelome  (Fig.  Gfl).  and  the  folds 
in  the  somatopleure  take  the  same  general  <Urection  as  thase  in 
the  splanchnopleure;  they  thus  lea<l  to  the  formation  of  a  tulie 
'NHly-wall)  out-side  of  a  tuljc  (alimentary  canal),  the  intervening 
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cavity  being  the  body-cavity.  The  unclosed  part  of  the  body- 
wall  is  continuous  with  the  extra-embryonic  somatopleure,  more 
specifically  the  amnion  (see  below),  and  this  connection  is  known 
as  the  somatic  stalk  or  umbilicus.  The  yolk-stalk  and  neck  of  the 
allantois  pass  out  of  the  body-cavity  through  the  somatic  stalk, 
which  therefore  remains  open  until  near  the  end  of  incubation. 

The  Turning  of  the  Embryo  and  the  Embryonic  Flexures. 
We  have  described  the  separation  of  the  embryo  from  the  extra- 
embryonic blastoderm  without  reference  to  its  turning  from  a 
prone  to  a  lateral  position  or  to  the  formation  of  the  flexures 
of  the  entire  head  and  body  that  are  so  characteristic  of  amniote 
embryos  generally.  These  changes  begin  about  the  14  s  stage 
and  are  first  indicated  by  a  slight  transverse  bending  of  the  origi- 
nally straight  axis  of  the  head  in  the  region  of  the  mid-brain 
(Fig.  67).  By  means  of  this  bending,  known  as  the  cranial  flex- 
urCy  the  fore-brain  is  directed  toward  the  yolk ;  but  almost  simul- 
taneously another  tendency  manifests  itself,  viz.,  rotation  of  the 
head  on  its  side,  at  first  affecting  only  the  extreme  end.  (See 
Figs.  71,  73,  99,  etc.)  By  the  27  s  stage  these  two  processes 
have  resulted  in  the  conditions  shown  in  Fig.  105:  by  the  cranial 
flexure  the  fore-brain  is  bent  at  right  angles  to  the  axis  of  the 
embr}'o,  and  owing  to  the  rotation  the  head  of  the  embryo  lies 
on  its  left  side.  But  inasmuch  as  the  tnmk  is  still  prone  on  the 
surface  of  the  volk  the  axis  of  the  embrvo  is  twisted  in  the  inter- 
mediate  region.  This  twist  is  transferred  farther  and  farther 
backwards  as  the  turning  of  the  head  gradually  involves  the 
tnmk,  until  finallv,  at  aV)out  ninetv-six  hours,  the  embrvo  lies 
entirely  on  its  left  side. 

Exceptionally  the  rotation  may  l)e  in  the  inverse  direction 
(heterotaxia) ;  in  such  cases  it  is  often  associated  with  situs  in- 
versus viscerum.  Heterotaxia  has  been  produced  experimentally 
(Fol  and  Warynsky). 

After  the  appearance  of  the  cranial  flexure  a  second  trans- 
verse flexure  apix^aiN  in  the  embryo,  this  time  at  about  the 
junction  of  head  and  trunk,  hence  known  as  the  cervical  flexure 
(Figs.  73,  99,  etc.).  This  flexure  gradually  increases  in  extent 
until  the  head  forms  a  right,  or  even  smaller,  angle  with  the 
trunk;  thus  the  fore-brain  is  turned  to  such  an  extent  that  its 
anterior  end  points  backwards  and  its  ventral  surface  is  op|X)sed 
to  the  ventral  surface  of  the  throat  (Fig.  117). 
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Fio    71   —  Lntire   embryo   of   16  s,   drawn 

fromabo\e  aa  atranaparent  objecl.     Note 

the  cranial  flexure,  also  the  rotation  of  the 

head  on  its  left  si<le. 

au.  P.,  Auditory  pit.    F.  B.,  Fore-bmin. 

H.  B.  1,  First  liiviaion   of   the   hind    brain. 

H.F.Am.,  Head-fold  of  theamnion.    Hm,F,, 

Hyomandihular    tmrow.      Pr'am.,    Proain- 

nion.      M.  B.,  .Mid-brain,      op.   Ves.,  Uptic 

veaiclc.     pr.  str.,  Primitive  streak.     9  2,  s  4, 

s  16,  Second,  fourth,  and  sixteenth  soiiiitea. 

V.o.m-.oiiiphalo-nLPsenteric  vein.  VII-VIII, 

The    acustico-facialis    primoriJium.      IX-X, 

Priinordium    of    the   glossopharyngeus  and 

vagua. 

The  entire  trunk  tends  also  to  bend  vcntralty,  i.e..  to  develop 

ft  Hnrsal  con\-exity,  and  this  approximates  its  ]N).-:teriiir  end  to  the 

'he  head.     ThcHe  flexures  are  characteristic  of  amniote 
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vertebrate  embryos;  the  cause  appears  to  lie  in  the  precocious 
development  of  the  central  nervous  system,  of  which  more  here- 
after. Only  the  cranial  flexure  remains  as  a  permanent  con- 
dition. 

II.  Origin  of  the  Embryonic  Membranes 
The  period  from  about  12  to  36  somites  also  includes  the  early 
history  of  the  embryonic  membranes,  amnion,  chorion,  yolk-sac 
and  allantois.  The  first  three  arise  from  the  extra-embryonic 
blastoderm,  and  the  allantois  arises  as  an  outgrowth  of  the  ven- 
tral wall  of  the  hind-gut. 


Fta.  72.  —  The  head  of  the  gaoie  embryo  from 
below, 
a.  i,  p.,  .Xnterior  intcntinal  portal.  B.  a., 
Biilbus  urtiriomiH.  Inf.,lnfun<liliulum.  or.pl.. 
Oral  plalp.  Tr.  «.,  Tnineus  arteriosus. 
Ven,,  Ventricle,    v,  Ao.,  Ventral  aorta. 

Origin  of  the  Amnion  and  Chorion.  The  amnion  is  a  thin 
membranous  aac,  forming  a  complete  investment  for  the  embrj'o 
and  continuoxis  with  the  lx«iy-wal]  at  the  umbilicus ;  it  lies  beneath 
the  chori<in  to  which  it  remains  attached  throughout  incubation 
by  a  plate  of  tissue  (wero-jimniotic  connection),  and  it  arises  in 
common  with  the  chorion  fnim  the  extra-embryonic  soniatopleure. 
The  entire  somatoplenre  external  to  the  embrj'o  is  used  up  in 
the  formation  of  these  two  membranes.  The  amnion  arises  from 
a  portion  immediately  adjoining  the  embryo  itwelf;  the  remainder 
of  the  soniatopleure  ijcripheral  to  the  amniogenous  part  forma 
the  chorion.  Thus  the  extra-embryonic  somatopleure  may  lie 
divided  into  two  zonew;  an  aninioffenoiis  zone  immediately  adja- 
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Fin.  7-t.  —  Entire  otnbryo  of  20  s,  v 

a.1  a  transparent   objwt    from   a 

The  craninl  Dcxiire  an<l  Ilio  n 

the  liciwl  of   the   embryo   have   nmdc 

coiuittorable  pru^^reiiD. 

A.  o.  ni.,  Omplinlii-nioiviitcrir  artrrv. 

Cr.  Kl.,  Cranial   flexure.      D.  ('.,  Duct  of 

Ciivier.    Oiene.,  Diencephutnn.    Mesene., 

Mesenrephalon.     Motenc.    Moteiicepha- 

lon.     Myelene.    1.  and  2,    Anterior   and 

posterior  divisions  of  the  niyelciicepha- 

lim.     Telenc..    Tpleiicejihaloii.     Vel.   Ir., 

Velum     Iransversimi.      Other   ntilirevia- 

tions  a»  before,     x  iUI, 


cent  to  ami  surrounding  tho  embrto,  and  a  cfioriogenous  zone, 
comprising  the  rpmainiler. 

The  method  of  formiition  of  amnion  and  chorion  is  nt:  follou's: 
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(a  diagrammatitr  outline  is  first  given  and  a  detailed  description 
follows).  The  Bomatopleure  becomes  elevated  in  the  form  of 
a  fold  surrounding  the  embrj-o;  thia  fold  begins  first  in  front  of 
the  head  of  the  embryo  as  the  kead-}old  of  the  amnion,  which 


Fig.  74.  —  Heiid   ot   Ihe   same   embryo 
from  the  ventral  side.    Abbreviations 


,  75.  —  Median  sagittal  section  of  the  head  of  an  embryo  of  18  s. 
S.  F.  Am.,  HeB'l-fold  of  the  unmion.     Ph.,  Pharynx.     lath..  Ri-Rion  of 
tBthmils,     pr'o.  g,,  Preoral  gut.     or.  pi.,  Oral  p1at«.     Ri>c.  opt.,  ReresBiiH 
cus.    S.  v.,  Sinus  venonus.     Other  abbreviations  as  before. 


immediately  turns  backwards  over  the  head,  forming  a  complete 
cap  (Figs.  67.  71.  75,  etc.);  the  side  limbs  of  the  head-fold  are 
then  elongated  backwards,  and  are  here  known  as  the  lateral 
folds  of  the  amnion;  these  rise  up  and  arch  over  the  embryo 


i 
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(Figs.  109  and  110).  In  each  fold  one  can  distinguish  an  amniotic 
or  internal  limb,  and  a  chorionic  or  external  limb  meeting  at  or 
near  the  angle  of  the  folds,  the  line  of  junction  being  marked 
by  an  ectodermal  thickening,  the  ectamnion.  Fusion  of  the 
right  and  left  lateral  folds  begins  at  the  head-cap,  and  progresses 
backwards  in  such  a  way  that  the  right  and  left  amniotic  limbs 
become  continuous  with  one  another,  similarly  the  right  and 
left  chorionic  limbs;  and,  when  fusion  is  complete,  the  amnion 
and  chorion  become  separate  continuous  membranes.  In  this 
way  the  amnion  extends,  by  the  27  s  stage,  back  to  the  seventeenth 
somite  (Fig.  105).  At  this  time  a  new  fold  arises  behind  the 
rudimentary  tail-bud  and  covers  the  tail  precisely  as  the  head- 
fold  covers  the  head  (Fig.  105) ;  the  tail-fold  of  the  amnion  then 
apparently  is  prolonged  forward  a  short  distance  and  soon  meets 
the  anterior  lateral  folds,  forming  a  continuous  lateral  fold.     Fu- 

« 

sion  continues  until,  about  the  31s  stage,  the  opening  into  the  am- 
niotic cavity  is  reduced  to  a  small  elliptical  aperture  lying  above 
the  buds  of  the  hind-limbs  (Fig.  99).  This  then  rapidly  closes, 
but  a  connection,  sero-amniotic  connection,  remains  at  the  place 
of  final  closure.  Elsewhere  the  separation  of  chorion  and  amnion 
is  complete. 

The  formation  of  the  amnion  is  an  extremely  interesting 
pmcess  from  the  standpoint  of  developmental  mechanics,  and 
involves  a  number  of  details  that  are  best  understood  after  such 
a  general  review  of  the  process  as  hiis  been  given  in  the  preceding 
paragraphs.  Returning  then  to  the  12  s  stage  for  consideration 
of  these  details,  we  must  first  note  that  the  extension  of  the  meso- 
l)la«t  prior  to  this  period  has  left  an  area  situated  in  front  of 
the  head  free  from  mesoblast  (Figs.  65,  67,  71,  75,  etc.).  This 
area,  in  which  the  ectoderm  and  entoderm  are  in  contact,  is 
known  as  the  proamnion.  The  formation  of  the  amnion  begins 
within  this  area  by  a  thickening  in  the  ectoderm  (ectamnion) 
near  the  anterior  boundary  of  the  proamnion  at  a  stage  with 
about  eight  or  nine  somites.  The  thickening,  which  is  ver^" 
narrow,  extends  right  and  left,  and  turns  backwards  along  the 
sides  of  the  head  to  about  the  region  of  the  middle  of  the  heart, 
gradually  becoming  more  peripheral  in  position  and  fading  out 
(Fig.  76).  It  represents  the  junction  of  the  amniogenous  and 
choriogenous  somatopleure  and  thus  corresponds  to  the  angle 
of  the  future  amniotic  folds.     The  head  of  the  embryo  lies  in  a 


FROM  TWELVE  TO  THIRTY-SIX  SOMITES 


139 


depression  bounded  in  front  by  the  ectamnion,  and  on  the  sides 
by  the  amnio-cardiae  vesicles  of  the  body-cavity  (Fig.  65).  The 
floor  of  the  depression  is  the  proamnion.  Just  before  the  for* 
tnaUon  of  the  head-fold  proper,  the  ectamnion  in  front  of  the 
head  becomes  irregularly  thickened  to 
such  an  extent  as  sometimes  to  present 
an  actually  villous  surface  (Fig,  77;  cf. 
Fig.  67). 

The  head-fold  of  the  amnion  begins 
to  form  at  about  the  same  time  as  the 
cephalic   flexure.     The   great  expansion 
of  the  body-cavity  on  each  side  of  the 
head  (amnio-cardiac   vesicles)  causes  an 
elevation   of  the   anterior  angle   of   the 
ectamnion,  and  a  pocjtet  is  formed  by 
fusion  of  its   lateral   limbs.     This  slips 
over  the  head  of  the  embryo  with  aid 
of  the  ventral  flexure  of  the  head  just 
developing.     Inasmuch  as  the    anterior 
angle  of   the  ectamnion  is  in  the   pro- 
amnion, where  there   is   no    mesoderm, 
and  where  the  ectoderm  is  in  immediate 
contact   with   the   entoderm,  the    ento- 
derm as  well  aa  the  ectoderm  of  the  pro-    Fio.  76.  —  Entire   embryo 
amnion  is  drawn  into  the  head-fold,  so       °^  ^^  ^'  *"  ^""^  t**^  "*'** 
that  the  latter  is  not  at  firet  a  fold  of       '"""  °^  *''*'  * 
the  eomatopleure.     But  in  the  chick  the    amnio-cardiac  - 
proamniotic    part   of   the    head-fold    is    *^-  »;-  Ecumnion. 
^  *^  *.  R<1tionof  theaomo- 

,  ..ure  dwlincd  to  form 
ling    of    I'le  body-wBll. 
the  mid-bram.     Moreover,  it  is  soon  m-    lopleure. 
vaded  (Fig. -75)  by  the  body-ca\-ity,  and        f-  t'horiogenous  soma- 
thcn    the    entoderm  is   withdrawn   au<l 

Incomes  part  of  the  general  splanrhnopleure.  The  proamnion 
ventral  to  the  head  is  not  invaded  by  mesoderm  until  a  much 
later  period. 

The  ectodermal  thickening  marking  the  junction  of  amniotic 
and  chorionic  somatopleuro  extends  backwards  very  rapidly  and 
always  precedes  the  origin  of  folds  in  any  region.  The  lateral 
fokls  themselves  apjjcar  to  owe  their  origin  to  the  progressiv-e 


:   mar^n   of 


never  very  extensive  and  does  not  at  any 
time  extend  back   of  the   begini 
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fusion  of  the  ectodermal  thickenings  of  the  opposite  sides, 
beginning  at  the  posterior  angle  of  the  head-fold  and  proceeding 
backwards.  The  energy  of  fusion  is  sufficient  in  itself  to  lift  the 
somatopleure  up  in  the  form  of  a  fold  around  the  body  of  the 
embryo.  Thus  new  parts  of  the  ectodermal  thickening  are  con- 
stantly being  brought  together  and  the  fusion  progresses  steadily, 
and  this  in  its  turn  prolongs  the  lateral  amniotic  folds.  These 
possess  no  independent  power  of  elevation  of  any  considerable 
amount,  for,  when  the  initial  fold  of  one  side  is  destroyed  by 
cauterization,  the  fold  of  the  opposite  side  remains  as  an  insig- 
nificant elevation  in  the  somatopleure  a  long  distance  lateral  to 
the  embryo. 


Fig.  77.  —  Transverse  section  through  the  anterior  angle  of 

the  ectamnion  a  few  sections  in  front  of  the  tip  of  the  head. 

Stage  of  14-15  s. 

b.  c,  Extra-embryonic  body-cavity,     c,  Cavity  in  the 
entoderm,     e.  a.,  Ectamnion. 

The  tail-fold  arises  in  an  analogous  manner  to  the  head-fold, 
except  that  there  is  no  proamnion  here.  The  progress  of  the 
various  folds  and  their  final  fusion  follows  from  what  has  alreadv 
been  said. 

Practically  all  of  the  somatopleure  of  the  pellucid  area  is 
amniogenous  with  the  exception,  naturally,  of  that  part  internal 
to  the  limiting  sulci  that  forms  the  body-wall.  What  effect  hjis 
the  turning  of  the  embryo  on  its  left  side  on  the  amniogenous 
somatopleure?  We  will  suppose  that  the  latter  is  primitivelv 
of  equal  width  on  both  sides  and  that  the  notochord  represents 
approximately  the  axis  of  rotation.  During  the  process  of  rota- 
tion, the  embryo  sinks  and  the  lateral  limiting  .sulci  l)ecome  deeper. 
A  direct  consequence  of  the  rotation  must  l>e,  therefore,  a  strong 
tension  on  the  somatopleure  belonging  to  the  under  (left)  side. 
o-A,  and  practically  none  on  the  upper  (right)  side,  c-d.  (See 
^-  78  A,  B). 
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Even  though  the  difference  may  be  partly  compensated  by 
drawing  of  the  embryo  to  the  left,  the  tendency  would  be  to 
stretch  a-b.  If  there  were  no  such  compensation  and  a  and  5 
were  practically  fixed  points,  the  length  of  a-b  at  the  conclusion 
of  the  rotation  would  much  exceed  that  of  c-d  (Fig.  78  B),  and 


J9 


a 


c 

Fig  78.  ^4,  B^  and  C.  Diagrams  to  represent  the  effect  of 
rotation  of  the  embryo  on  the  amniogenoiis  somatopleure. 
a  represents  in  all  figures  the  position  of  the  ectamnion  on 
the  left  (lower)  side;  d  rt^presents  in  all  figures  the  position 
of  the  ectamnion  on  the  right  (upper)  side.  6  and  c  repre- 
sent the  junction  of  amnion  and  ho<ly-wall  on  left  and  right 
sides  resiMM'tively.  In  Fig.  .4,  a-h  and  c-d  are  equal.  In 
Fig.  U,  rotation  of  the  embrj'o  is  assumed  to  have  taken 
place  without  formation  of  the  amnion;  the  distance  a-6  has 
l)ecome  greater  than  c-il.  In  Fig.  C  is  represented  rotation 
of  the  emhrj'o  with  synchronous  formation  of  the  amniotic 
folds,  as  is  actually  the  case;  c-d  is  inevitably  thrown  into 
secondarj'  folds.  The  vertical  lines  at  the  extreme  right 
and  left  n'present  the  margins  of  the  pellucid  area. 


if,  durin«:  this  process,  there  were  actual  independent  growth 
of  a-b  and  c-d,  the  latter  would  of  necessity  be  thmwn  into  folds, 
but  not  the  former.  Finally,  if  the  amniotic  folds  were  forming 
at  the  same  time  (as  is  actually  the  case),  the  right  one  would 
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inevitably  be  thrown  into  secondary  folds  by  the  approximation 
of  points  c  and  d  (Fig.  78  C). 

Study  of  the  fusion  of  the  amniotic  folds  in  actual  sections 
ehows,  that  the  line  of  fusion  of  the  opposite  amniotic  limbs  is 
over  the  dorsal  surface  of  the  embryo  only  so  long  as  the  latter 
lies  flat  on  the  yolk;  it  does  not  follow  the  turning  of  the  embryo 
on  to  its  left  side,  and  the  consequence  is  that,  after  rotation  of 
the  embryo,  the  line  of  fusion  lies  over  the  upper  (right)  side  of 
the  embryo,  often  opposite  the  horizontal  level  of  the  intestine 
(Fig.  79).  Thus  one  fold  of  the  amnion  passes  all  the  way  from 
the  undor  side  over  the  back  of  the  embryo  and  around  on  the 
other  side  to  the  line  of  fusion,  and  thus  is  several  times  as  long 
as  the  opposite  limb,     Jloreover,  the  amniotic  fold  of  the  right 


Fio.  79. — Section  of  an  embryo  of  alxiut  60  hours  to  show  the  sec- 
ondary fold  (s.  f.)  of  the  amnion  on  the  right  side 
e.  a.,  Ectamnion.    s.  f.,  Secondary  fold.    1.,  Left,    r.,  Right. 

side  is  invariably  thicker  than  that  of  the  left  side,  and  is  always 
thrown  into  secondary  folds  at  the  place  of  turning  (Fig.  79). 
These  conditions  are  satisfactorily  explained,  as  noted  above,  by 
the  mere  turning  of  the  embryo  on  its  side. 

One  must  therefore  distinguish  in  the  upper  limb  of  the  am- 
nion two  kinds  of  folds:  (1)  The  ordinarj'  amniotic  fold  induced 
by  the  fusion  of  the  right  and  left  folds,  and  (2)  secondary-  folds 
formed  simply  by  the  process  of  twisting  of  the  embrj'o. 

These  secondary  folds  of  the  amnion  are  very  transitorj-, 
except  in  two  regions:  (1)  Above  the  hind  end  of  the  heart  (apex 
of  ventricle),  and  continuing  a  short  distance  liehind  it;  (2)  in 
the  region  immediately  in  front  of  the  allantoU,  at  sixty  to  seventy 
hours,  thus  in  the  neighborhood  of  the  final  closure  of  the  amniotic 
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folds.  The  former  are  of  very  constant  occurrence  and  persist 
a  long  time  (Fig.  93). 

Elsewhere  the  effect  of  the  twisting  of  the  embryo  is  rapidly 
compensated  so  that  the  secondary  folds  of  the  right  half  of  the 
amnion  do  not  persist  long. 

The  subsequent  history  of  the  amnion  and  chorion  is  given 
in  another  place.  It  should  be  noted  here  that  the  chorion,  at 
the  stage  of  seventy-two  hours,  is  continuous  peripherally  with 
the  splanchnopleure  at  the  margin  of  the  vascular  area,  and  that 
it  becomes  separate  from  it  only  as  the  body-cavity  extends 
more  and  more  peripherally.  The  sero-amniotic  connection 
remains  throughout  the  entire  embryonic  period  and  modifies  in 
an  important  fashion  the  subsequent  history  of  the  membranes. 

The  yolk-sac  is  the  name  given  to  the  extra-embryonic 
splanchnopleure,  because  in  the  course  of  expansion  of  the  blasto- 
derm and  extension  of  the  extra-embryonic  body-cavity  over  the 
surface  of  the  yolk,  it  finally  becomes  a  separate  sac  enclosing 
the  yolk.  It  remains  connected  by  the  volk-stalk  with  the  intes- 
tine  until  finally,  some  time  after  hatching,  it  is  absorbed  com- 
pletely. The  yolk  is  absorbed  by  the  entodermal  lining  and  is 
carried  to  the  embryo  in  solution  by  means  of  the  vitelline  veins. 

Origin  of  the  Allantois.  The  allantois  arises  as  a  diverticulum 
of  the  hind-gut  soon  after  the  formation  of  the  latter  by  the  tail- 
fold.  It  is  not  indicated  before  the  formation  of  the  tail-fold  as 
stated  by  some  authors,  but  the  tube  identified  by  them  as  the 
primordium  of  the  allantois  at  this  early  stage  is  really  the  in- 
testinal diyerticulum  leading  to  the  anal  plate  (Fig.  70).  At  the 
stage  of  twenty -eight  somites  the  allantois  is  indicated  by  the 
depth  of  the  hind-gut,  the  ventral  portion  of  which  in  front  of 
the  anal  plate  soon  l)ecomes  constricted  from  the  upper  portion, 
and  forms  the  primordium  of  the  allantois.  In  longitudinal  sec- 
tions of  an  embryo  of  about  thirtv-five  somites  it  can  be  seen  to 
include  nearly  tlie  entire  floor  of  the  hind-gut  between  the  anal 
plate  and  the  posterior  intestinal  portal  (Fig.  80).  It  is  lined 
with  entoderm  and  has  a  thick  mesodermal  floor  in  which  numer- 
ous small  blood-vessels  are  already  present.  A  transverse  section 
(Fig.  81)  shows  that  the  thick  mesodermal  wall  is  broadly  fused 
with  the  somatopleure  in  the  region  of  the  neck.  In  other 
words,  the  allantois  is  deyelo|x?d  within  the  ventral  mesentery. 
It  will  also  be  seen  bv  comparing  these  figures  that  the  amnion 
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arises  from  the  neck  of  the  allantois  both  behind  and  also  at  the 
sides,     (cf.  Fig.  82.) 

During  the  fourth  day  the  distal  portion  of  the  allantois 
pufihea  out  into  the  portion  of  the  extra-embryonic  body-cavity 
beneath  the  hind  end  of  the  embryo  and  rapidly  expands  to  form 
a  relatively  lai^e  sac.  But  the  neck  of  the  allantois  remains 
embedded  in  the  ventral  mesentery  and  does  not  expan^l;  the 
terminal  portion  of  the  intestine  has  in  the  meantime  formed 


Fia.  80.  —  Sagittal  section  through  the  tail  of  an  embryo  of  about  35  s. 

AU.,  Allantois.  An.  pi.  Anal  plate,  e.  C,  Central  canal  of  the  neural 
tube.  CI.,  Cloaca.  Ectam.,  Ectoderm  of  the  amnion.  Mesani.,  Mesoderm 
of  the  amnion,  p'a.  G.,  Post--anal  gut.  p.  i.  p.,  Posterior  intestinal  portal. 
B.  A.,  SegnKntol  arteries.    Other  abhre via t Ions  as  l>eforc. 

the  primordium  of  the  cloaca,  from  which,  therefore,  the  neck  of 
the  allantois  appears  to  arise  (Fip.  1R3):  at  all  stiiRCs  of  incuba- 
tion the  neck  of  the  allantois  forms  an  open  connection  between 
the  cloaca  and  the  allantoic  sac. 

The  Umbilicus.     The  closure  of  the  body-ivfill  propressively 

— ftuces  the  communication  between  the  cml)ryonii-  iiritl  extra- 

■)nic  body-cavity  to  a  narrow  chink  Iwtween  the  yolk-Ktalk 
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and  allantoic  stalk  on  the  one  hand  and  the  attachment  of  the 
amnion  on  the  other.  The  umbilical  cord  thus  consista  of  an 
outer  tube  continuous  with  the  body-wall,  enclosing  the  yolk- 
stalk  and  the  stalk  of  the  allantois,  together  with  the  arteries 
and  \-ein8  of  yolk-sac  and  allantois.  It  is  important  to  bear  in 
mind  that  in  the  region  of  the  neck  of  the  allantois  the  amnion 
is  attached  to  the  latter  at  the  sides  and  behind;  only  the  anterior 
wall  of  the  allantoic  stalk  is  free  (Fig.  82).  In  other  words,  the 
somatic  umbilical  stalk  is  fused  with  the  lateral  and  caudal  wall 
of  the  neck  of  the  allantois,  a  relation  that  is  common  to  all 
amniota. 


>n  throuf^h  ihe  hind-g^it  anil  allanloiB  of  an  em- 
I   passes  through   the  Ihirtjpth   soniilo.     Details 


Fig.  81.  — TransviTsc  » 

l>ryo  of  ;t-i  s;   tlic   »m 

iliaRTjimmalir. 

\\L.    .Allantois-     11.    C...    llind-giit,     L,    IJ..    Ix-fc   Imcl,     v,    M.,    Ventral 
iiriientery.     \V.   I).,   Woltfinn  duct,     Otlier  abbreviations  as  Iw-fore. 


Summary  of  Later  History  of  the  Embryonic  Hembranes. 

The  full  history-  of  the  embryonic  membranes  will  Ije  given  later 
(Chop.  Vll),  but  it  seems  desirable  to  give  an  outline  here  in  order 
to  avoid  repeated  recurrence  to  this  subject.  The  extension  of 
the  lH)dy-<-avit>'  in  the  bliustoderin  U  at  fintt  very  rapid,  but  alxiut 
the  fifth  day  it  bnconips  filow,  and  the  yolk-sac  is  never  com- 
pletely separated  from  the  chorion.  The  allantois  extends  out 
into  the  oxtra-ombryoriic  iHtdy-cavity  as  a  small  pear-shaped 
vesicle  by  the  rn<l  of  the  fourth  day.  It  then  enlarges  very 
nipiilly  and  ('.\tcnds  in  the  form  o(  a  flattened  aac  over  and  around 
the  embr\-o  inuncdiatelv  Ixineath  the  chorion  with  which  it  forms 
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an  inseparable  union.  As  the  extra-embryonic  body-ca\dty 
extends,  the  allantoia  continues  its  expansion  between  the  chorion 
and  the  yolk-sac,  and  finally  wraps  itself  together  with  a  duplica- 
tion of  the  chorion,  completely  around  the  albumen  of  the  egg, 
which  has  Ixjcome  very  viscid,  and  aggregated  in  a  lump  opposite 
to  the  embryo.  The  allantois  is  very  vascular  from  the  start, 
and  serves  as  an  embryonic  organ  of  respiration.  It  also  receives 
the  excretion  of  the  embrv-onic  kidnevs  and  absorbs  the  albumen. 


ViCt.  H2.  —  Model  of  the  ciiiidal  end  of   a  four-< lav  chick 

to  show  the  rchitions  of  the  aninion  to  tlie   allantois 

ami  umbilicus.     (After  Uavn.) 

All.,  Neck  of  the  Allantois.  Am.,  cut  surface  of 
the  anuiion.  A.  o.  ni.,  <)nj|)haIo-mest»nteric  artery, 
an.  1)1..  Anal  plate.  L.  H.,  cut  surface  of  leg  bud. 
T.,  Tail. 


The  yolk-sac  Ix^comcs  much  shriveled  during:  incubation  owing 
to  absorption  of  its  contents,  and  on  tlie  last  day  of  incubation 
is  withdrawn  into  the  Ixxlv-cavitv  tlinMiirh  tlie  iimbilicus,  which 

»  ft 

finally  closes.  The  chorion,  aninion,  and  allantois  shrivel  up 
when  the  chick  l>egins  to  breathe  air.  and  are  cast  off  with  the 
shell  at  hatching. 
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III.   The  Nervous  System 

The  Brain.  The  description  of  the  nervous  system  in  the  pre- 
ceding chapter  forms  our  starting-point.  During  the  period  now 
under  consideration  the  foundation  of  the  main  parts  of  the  adult 
brain  are  laid  down,  and  its  five  chief  divisions  become  sharply 
characterized.  It  is  important  to  correlate  these  with  the  earliest 
morphological  characters  (original  anterior  end  of  medullary 
plate,  neuromeres,  etc.)  in  order  to  trace  these  fundamental 
landmarks  through  to  definitive  structures. 

As  we  have  already  seen,  the  primary  fore-brain  includes  the 
first  three  neuromeres,  the  mid-brain  the  fourth  and  fifth,  and 
the  hind-brain  the  sixth  to  the  eleventh,  as  well  as  the  region 
opposite  to  the  first  four  mesoblastic  somites.  It  is  clear  that  a 
second  point  of  fundamental  morphological  significance  is  the 
original  anterior  end  of  the  medullary  plate  which  would  naturally 
form  the  center  for  a  description  of  the  anterior  part  of  the  neural 
axis,  if  recognizable  throughout  the  development.  This  point 
may  be  recognized  for  a  considerable  period  after  the  closure  of 
the  anterior  part  of  the  neural  tube,  as  the  ventral  end  of  the 
anterior  cerebral  fissure  (Fig.  62),  opposite  the  center  of  the 
primary  optic  vesicles,  thus  in  the  region  of  the  recessus  opticus. 
(Figs.  87  and  88),  which  is  to  be  regarded  as  marking  the  original 
anterior  end  of  the  neural  axis.  P^ven  after  closure  of  the  anterior 
cerebral  fissure  a  connection  remains  at  its  dorsal  end  between 
the  ectoderm  and  the  neural  tube.  To  this  we  may  apply  the 
name  neuropore,  though  no  actual  opening  is  found  here  at  this 
time.  The  median  stretch  of  tissue  l>etween  the  recessus  opticus 
and  the  neuro|)()re  constitutes  the  lamina  terminalis  which  remains 
as  the  permanent  anterior  wall  of  the  neural  tube.  It  must  not 
l)e  forgotten  that  the  original  anterior  end  of  the  medullary  plate 
lies  at  the  ventral  end  of  the  lamina  terminalis,  i.e.,  in  the  re- 
cessus opticus.  A  tliird  landmark  of  fundamental  morphogenic 
significance  is  the  infun(lil)uhun,  which  coincides  in  position,  as 
we  have  seen,  with  the  anterior  end  of  the  notochord.  Thus  we 
may  distinguish  prechordal  and  suprachordal  portions  of  the  neu- 
ral axis  (cf.  Fig.  67). 

Dorsal  and  Ventral  Zones  in  the  Wall  of  the  Brain.  The  con- 
ception of  His.  tliat  the  walls  of  the  neural  tul)e  may  \>e  consid- 
ered as  formed  of  four  longitudinal  strijw,  viz.,  floor,  roof,  and 
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Ku;.  K\.  I'ivc  >!ai:«'s  in  tin*  hi-^torv  ot"  tin'  inMinmirn's  t»t'  tho  hrain  i>f  tin* 
chick.  I  After  Hill.)  All  tiirurcs  dniwii  from  |)n'})ar:»iinii<  nf  the  ciiihiyonic 
hraiii  «li>M'ctctl  out  of  the  mihrvi^. 

A.  Nc'iral  ^ro(»vc  in  .-m  cinhrvn  with  1  >oniitc«».      \\\)i\\\  )»rotili'  vi<\v.    \    \\. 

M.  l^raiii  of  a  7  <  cniln-yo.  '1\\  hnJir<  nld.  l>or<al  \  irw  :  tin*  tlm  «'  anterior 
nciifoinrrcv  are  |»i-actical!y  ol.liT«Taii-.i.      \    \\. 

V.  l^raiii  yy^i  II  >  cmiirvo.  Por-al  viiw.  \  11.  Thi'  iinimnu'n'-N  liaxf 
now  ili-<appcanMl  in  tin"  miij-hrain  n-L'ion. 

IV    Hiirht  -"iili'  kA  tin-  hraifi  ^A  a  tliick  •  inlirvo.    17  hcur-  oM.      \  \\. 

v..   Hiiiht   <i(|i'  kA  th  ■  hf.iin  ••!  an  iinlitv".  "^n  liMur-  nl-l.     \   17. 

1  11.  N«'unMni>n--  I  ti»  II.  111.  \.  Nil.  •.nt'iru'irMnM!-'.!-  'jv.i.a.-.  \"f.. 
liOi>t  of  acn^liro-faciali<  ^r\«iith  aii-l  ciL'li'li  cr.-ri.il  in'v-^.  :i  ;.  \-.  \i;<ii- 
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two  lateral  walls,  is  a  useful  one.  Each  lateral  wall  may  also 
be  divided  into  a  dorsal  and  ventral  zone,  the  former  of  which 
is  related  to  the  sensory  nerve  roots  and  the  latter  to  the  motor. 

Cerebral  Flexures,  The  cerebral  flexures  correspond  to  the 
cranial  and  cervical  flexures  of  the  entire  head  already  described. 
Their  form  and  rate  of  progress  may  be  more  readily  learned 
from  the  figures  (Figs.  67,  73,  83,  etc.)  than  from  any  verbal 
description.  Only  the  cranial  flexure  is  permanent,  and  the  angle 
thus  formed  ventrally  in  the  floor  of  the  mid-brain  is  known  as 
the  plica  encephali  ventralis.  A  third  flexure  is  formed  later  in 
the  anterior  portion  of  the  hind-brain,  by  a  ventral  bending  of 
the  floor  which  is  barely  indicated  in  the  period  now  under  de- 
scription, but  becomes  much  more  pronounced  later;  this  is  known 
as  the  pontine  flexure. 

We  may  now  take  up  separately  the  changes  in  each  of  the 
primary  cerebral  vesicles. 

The  Prosencephalon,  The  principal  events  in  the  early  de- 
velopment of  the  prosencephalon  are:  (a)  the  separation  of  the 
optic  vesicles;  (6)  the  delimitation  of  the  tel-  and  diencephalon; 
(c)  special  differentiation  of  the  walls. 

(a)  A  section  across  the  optic  vesicles  of  the  12  s  chick  shows 
the  prosencephalon  as  a  central  division  with  its  cavity  widely 
confluent  with  the  cavities  of  the  optic  vesicles.  This  wide  com- 
munication is  rapidly  narrowed  by  a  ventrally  directed  fold  of  the 
roof  at  the  line  of  junction  of  the  optic  vesicles  and  prosencephalon 
proper  (Fig.  84);  the  fold  also  involves  to  a  certain  extent  the 
anterior  and  posterior  line  of  junction.  In  the  20  s  embryo  the 
connection  of  the  optic  vesicles  and  prosencephalon  has  been  re- 
duced in  this  way  to  about  one  third  of  its  original  diameter 
(from  actual  measurements),  forming  a  narrow  tubular  stalk,  the 
optic  stalk,  attached  to  the  ventral  portion  of  the  fore-brain 
(Figs.  73  and  74);  the  cavities  of  the  optic  vesicles  are  still  con- 
tinuous thn)ugh  the  stalk  with  the  cavity  of  the  prosencephalon, 
dipping  into  the  recessus  opticus;  the  ventral  wall  of  the  optic 
stalk  thus  l)econies  continuous  with  the  floor,  and  the  dorsal  wall 
with  the  lateral  wall  of  the  prosencephalon  (Fig.  84).  Growth 
of  the  mesenchyme  situated  above  the  original  optic  stalk  appears 
to  l)e  an  active  factor  in  the  separation;  at  least  it  grows  at  a 
rate  sufficient  to  fill  in  the  space  produced  by  the  constriction. 
At  the  same  time  there  is  a  slight  increase  in  the  dorso-ventral 
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(.tiantet^r  of  thr  foro-braiti  itself,  though  this  is  relatively  slif^ht 
U|>  to  t^^'vnty  sniiiites,  but  it  enhuiices  the  general  effect  of  the 
ctutiifre  in  ^MM>itinn  of  the  optic  stalk.  The  aubi^eqiiettt  historj' 
of  the  optic  \-esiclea  is  given  beyond. 

ib^  Tlie  tlelimitation  of  the  tel-  and  diencephalon  b  initiated 
by  n  forward  expan-sion  of  the  anterior  end  of  the  primary  fore- 
l>min.  which  becomes  the  telencephalon  or  Becondary  fore-brain, 
the  reniainder  being  then  known  as  the  diencephalon  or  'tween 
brain.  The  expansion  proceeds  very  rapidly  from  the  14  s  stage, 
ami  it  is  probable  that  it  invoh'es  only  the  dorsal  zones.     It  in, 


/W? 
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Fio.  Hi.  —  Tniiwvi'nie  section  Itirtmgh  tlic  fnrc-hniin  iiiiil  optic  vesicles  of  a 
16-H  embryo. 

Am.    F.,    Amniotic    fold.     Ketnm.,    Kctiiuinlon.    L.,  Ix'ft  side,    op.st., 
Optic  Btulk.     K.,  Right  side.     Otiicr  abbreviation!)  on  before. 

however.  dlKirult  to  establish  an  exact  line  of  demarcation  be- 
tween the  two  subdivifiionM  of  the  primary  fore-brain,  until  about 
the  IS  to  2(>s  stage,  when  a  slight  transverse  f()ld  or  indentation 
in  the  roof  (voliim  transver'suiii)  f;ives  a  dorsal  landmark  (Fifrs. 
73.  sr>);  the  I'ccessiis  opticus  forms  tlie  ventral  howndary  l)etwcen 
the  two.  The  vclnm  transvei-snm  lies  a  con.-iidcrable  <listance 
alK>ve  the  dorsal  en<i  of  the  lamina  tcrniinalis.  but  it  is  tlifllcitlt 
to  .'(ay  jnst  how  far,  owing  ti)  the  indefiiiitcness  nf  this  jxiint  for 
sonic  time  after  the  tlisapiwarancc  of  the  neuroiHUf.  A  line 
drawn  Iietween  the  velum  transversum  and  the  rfiessus  opticus 
may  be  taken  sis  the  Ixinndarj-  Iwtwecn  the  two  divisions  of  the 
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prinijiry  f<)n»-brain;  but,  owin^  to  the  siinultaneous  lateral  expan- 
sion of  the  telencephalon,  the  line  of  separation  in  the  lateral 
walls  forms  a  curve  with  the  convexity  directed  jjosteriorly 
(Fiirs.  S3  K  and  SO). 

(c)  The  next  stape  in  the  differentiation  of  the  telencephalon 
(20  s  to  3G  s)  is  characterized  by  a  rapid  expansion  and  eva^ina- 
tion  of  its  lateral  walls,  while  the  entire  median  strip  extending 
from  the  velum  trans versum  to  the  recessus  opticus  remains  prac- 


Fk;.  So.   -  ( )|)ticiil  s:i^ittal  station  of  the  hciul  of  an  embryo  of  22-  2-i  s. 

TIm'  heart  is  n-pnvsented  ontin*. 

Atr.,  Atrium.  Hyi>.,  Hy|H)j)hysis.  Inf.,  Infundilnihmi.  M<l.,Mau> 
(liluilar  areli.  or.  pi.,  Onil  plate.  Pr'o.  (1.,  rnH)nil  put.  Tli.,  First  in- 
(lioation  of  thyroid.  T.  p..  TulM»rcuhmi  iM)steriu.s.  V.  tr.,  Velum 
traiisvrrsum.     ( )ther  al>l>n»viations  a.s  lH*fon» 

ti<*ally  unaltciv<l;  and  thus  acts  like  a  ri^id  band  stretched  over 
\\w  surfaee  lH*tween  these  two  iM)ints.  The  effect  of  this  is  to 
form  a  pair  of  outjrrowths  that  soon  l)egin  to  j)rojcct  dorsally, 
anteriorly,  and  jMisteriorly  (Fig.  «S3  K):  these  are  the  primordia 
of  the  cen»bral  h«'niis|)hei'es,  the  cavities  of  which  thus  api)ear 
as  lateral  diverticula  of  the  median  cavity  of  tlie  teh»ncephalon 
(Fig.  S()).  Tlie  ("(Mitral  part  of  the  telencephalon  may  1h^  called 
the  tvlrnccphnlon  tnulium,  and  tiu*  lateral  outgrowths  the  hemi- 
spheivs.  The  walls  of  the  hemispheivs  l)ecome  considerably 
thicker  in  tills  |H'riod,  but  (juite  uniformly  at  first,  so  that  the 
distinction  Ix^twcen  mantle  and  basal  ganglia  is  indicated  only 
by   |M)sition.      (Se(»  (1ia|>.  VIII.) 
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The  median  strip  includes  the  tela  ckoroidea,  t>eginning  at 
the  diencephalon,  and  the  lamina  terminalis,  which  ends  at  the 
recessus  opticus.  These  divisions  are  of  great  prospective  signifi- 
cance, though  at  the  stage  of  36  s  they  are  but  slightly  differen- 
tiated, save  by  their  position,  A  slight  thickening  of  the  lamina 
terminalis  just  in  front  of  the  recessus  opticus  marks  the  site  of 
the  future  anterior  commissure  (Figs.  87  and  88). 


Fig.  86.  —  Inner  view  of  tlio  brain  of  a  chick  of  about  82  hours,  drawn  from 
a  disaection. 
Ch.  opt.,  Chiastna  optirua.     Ep.,  Epiphysis  fpinc-al  i;land).     Isth.,  Islh- 
muB.     Pl.ene.   v.,   Plica  encephali   ventralis.     Rt-c.   myX..   Rpcessiis  opticus. 
V,  Ir.,  Velum  Tronavcrsum.     Other  abbreviations  as  l>efore. 

The  Diencephalon.  The  portion  of  the  primiir\-  fore-brain  pos- 
terior to  the  telencephalon  is  known  as  the  diencephalon.  It  in- 
cludes the  second  and  third  neuromeres  and  prolndjly  also  the 
ventral  zones  and  floor  of  the  first  (Fig.  83).  A  slight  constriction 
in  the  roof  that  appears  about  the  18  to  20  s  stage  near  the  junc- 
tion of  the  middle  and  last  third  may  represent  the  boundary  be- 
tween the  second  and  third  neuromeres;  this  persists  for  a  long 
time  and  may  be  traced  in  the  lateral  walls  to  the  region  of  the 
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infundibiilum  (Fifj.  S:i  K);  thus  the  diencephalon  may  Ihj  divided 
into  an  anterior  and  jK)stcrior  division,  parencephalon  and  synen- 
cephalon  (Kupffer)  (Kig.  87).  The  optic  stalks  are  attached  to 
the  Hoor  an<l  ventral  zones  at  the  extreme  anterior  end.  The 
diencei)halon  includes  i)art  of  the  roof.  Hoor,  and  dorsal  and  ven- 
tral lateral  zones  of  the  original  neural  tul)e.  These  may  l)e  de- 
scril)ed  as  follows  (Kigs.  87  and  S8): 


Vui.  <s7.       optical  lon^itiKiiiial  S4>('ti(>ii  of  tin*  lifad  of  an  embryo  of  30  s. 

Th«'  hrart  is  rrpnwiitiMl  cut  in*. 

Atr.,  Atrium  iaiiricl(»s).  li.  a..  MuUhis  artrriosiis.  I),  v..  Ductus  vciiosus. 
Ltf..  LarynpHtrachf'al  jrnM»v<».  0«»s.,  (hvsophaKUs.  or.  pi.,  Oral  plate,  wliich 
has  U't^un  to  ruptun*.  Parciir.,  Pan'ncc]»halon.  Ph..  Pharynx.  Stom., 
Stomach.  Sviiciic..  Svnciiccphaloii.  Th.,  Thvn>id.  S.  v..  Sinus  vonosus. 
Vcn.  H.,  Hiirht  ventricle.     Oth<T  ahhreviations  as  Iwfore. 

The  roof  rises  (piite  sharj>ly  from  the  velum  trans versum.  and 
is  indented  between  tiie  parencephalic  and  synencephalie  <livi- 
sions  as  ali*eadv  notice<l.  It  is  relativelv  tliin.  About  th(»  .'?()- 
3")  s  sta»:e  the  ejuphysis  (jnueal  body)  begins  to  form  as  an 
evaginatiun  from  about  the  middle,  and  by  the  30  s  statrc  is  a 
small  hemispherical  protul)orance  (Figs.  S()  and  SS).  The  flonr 
l>e<'omes extremely  thin  in  tlMM-enterof  th(»  ixmh'ssus  (»|>ticus.  which 
marks  its  anterior  en«l;  immediatelv  behind  this  is  a  siulden  and 
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The  median  strip  includes  the  tela  choroidea,  Iwginiiing  at 
the  diencephalon,  and  the  lamina  terminalis,  which  enda  at  the 
recessus  opticus.  These  divisions  are  of  great  prospective  signifi- 
cance, though  at  the  stage  of  36  s  they  are  but  slightly  differen- 
tiated, save  by  their  position.  A  slight  thickening  of  the  lamina 
terminalis  just  in  front  of  the  recessus  opticus  marks  the  ait«  of 
the  future  anterior  commissure  (Figs.  87  and  88). 


Fio.  86.  —  Inner  view  of  the  bmiii  of  a  chick  of  about  82  hours,  drawn  from 
a  disBection. 
Cb.  opt.,  Chiasma  opticus.     Ep.,  Epiphysis  (pineal  );lancl).     Isth.,  Isth- 
mua.     Pl.cnc.   v.,   Plica  encephali   ventralis.     It<>c.   opi.,   Rccchsus  opticus. 
V.  tr.,  Velum  Transversum.    Other  abbreviations  as  (x-fore. 

The  Diencephatim.  The  portion  of  the  primary  fore-brain  pos- 
terior to  the  telencephalon  is  known  an  the  <hencephalon.  It  in- 
cludes the  second  and  third  neuromeres  and  probably  also  the 
ventral  zones  and  floor  of  the  first  {Fig.  S3).  -A.  slight  constriction 
in  the  roof  that  appears  al)out  the  18  to  20  a  stage  near  the  junc- 
tion of  the  middle  and  last  third  may  represent  the  boundary  be- 
tween the  second  and  third  neunimeres;  this  jK^rsists  for  a  long 
time  an<l  may  be  traced  in  the  lateral  walls  to  the  region  of  the 
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infundilmhim  (Fig.  S3  K);  thus  the  diencephaloii  may  l)e  divided 
into  an  anterior  and  ix)sterior  division,  parencephalon  and  synen- 
cephalon  (Kupffer)  (Fig.  87).  The  optic  stalks  arc  attached  to 
the  floor  and  ventral  zones  at  the  extreme  anterior  end.  The 
diencephalon  includes  part  of  the  roof,  floor,  and  dorsal  and  ven- 
tral lateral  zones  of  the  original  neural  tul)e.  These  may  Ix;  de- 
scril)ed  as  follows  (Figs.  S7  and  SS): 


■.'■--■'■■*■ 


.^7    i/^:-.  ^'%'^  ■■/ 


W\  '  Jj/ineitc 


Fi(i.  87. — Optical  loiigitiifiinal  scnrtion  of  the  hoiul  of  an  embrj'o  of  30  s. 

The  heart  is  n'pn»s<»nt<*(l  entin*. 

Atr.,  Atrium  (auricles).  H.  a..  Bulluis  arteriosus.  I),  v..  Ductus  veno.sus. 
Lg.,  Lary ngo-t ra<'hcal  groove.  Oes.,  Oesoj)ha>rus.  or.  pi.,  Oral  plate,  which 
has  })e^un  to  ruptun».  Parenc,  PartMicephalon.  Ph.,  Pharynx.  Stoin., 
Stomach.  Syncnc,  Svn(^ncrphalon.  Th.,  Thyroid.  S.  v.,  Sinus  venosu.s. 
Yen.  U.,  Hijrht  ventricle.     Other  abbreviations  as  before. 

The  roof  rises  quite  sharply  from  the  velum  transversum,  and 
is  indented  l>et\veen  the  parencephalic  and  synencophalic  divi- 
sions as  aliTadv  noticed.  It  is  relativelv  thin.  About  the  30- 
35  s  stage  the  epiphysis  (pineal  body)  l)egins  to  form  as  an 
evagination  from  about  the  middle,  and  by  the  36  s  stage  is  a 
small  hemisplierical  protul)erance  (Figs.  SO  and  SS).  The  floor 
becomes  exti-emely  thin  in  the  center  of  the  n»cessus  opticus,  which 
marks  its  anterior  cud;  immetliatelv  l)ehind  this  is  a  sudden  and 
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(ronspiouous  thickening,  the  optic  chiasma,  which  is  continued 
as  a  ridge  in  the  Literal  ventral  zones  on  each  side  (Fig.  86). 
The  infundibulum  follows  just  l:)ehind  this,  and  constitutes  a 
considerable  pouch-shaped  depression  from  which  the  saccus 
infundibuli  grows  out  later.  The  posterior  wall  of  this  depression 
rises  sharply  and  joins  the  thickened  tul^erculuni  posterius  which 
is  the  end  of  the  floor  of  the  diencephalon.  The  diencephalon  is 
compressed  laterally  (Fig.  97):  the  dorsal  zones  are  slightly 
thickened,    indicating  the  future  thalami  opiici. 


""^^■^^-'■'-'-'-  ■• 


Xr/V» 


Fkj.  SS.  -    optical  longitudinal  wction  of  the  hviai  of  an  enihryo  of  '.i\)  s. 
Abbreviations  as  Ix'fon*. 

The  hf/}wpfn/}<i!<  should  l>e  mentioned  hci-e,  although  it  is  not 
embryologically  a  part  of  the  brain.  It  arises  as  a  median  tubu- 
lar invagination  of  the  ectoderm  of  the  ventral  surface  of  the 
head  immediately  in  front  of  the  oral  plate  at  about  the  20  s 
stage  (Fig.  85),  and  grows  rapidly  inward  in  contact  with  the 
floor  of  the  diencephalon.  .\t  about  tlio  .SO  s  stage  its  end 
reaches  nearly  to  the  infundibulum  (Fig.  S7).  At  !ii"st  part  of 
its  wall  is  formed  by  the  oral  plate,  anil  when  this  ruptures  the 
effect  is  to  shorten  tlie  appai-ent  length  cjt  the  hypoi)hysis  (Fig. 
88),     At  about  the  :Ui  s  stage  its  distal   portion  flattens  laterally 
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and  shows  indication  of  branching.  Subsequently  it  becomes 
much  branched  and  quite  massive  and  unites  with  the  infun- 
dibulum  to  form  the  pituitary  body.     (See  Chap.  VIII.) 

The  Mesencephalon.  This  portion  of  the  brain  comes  to 
occupy  the  summit  of  the  cranial  flexure,  which  indeed  owes  its 
origin  largely  to  the  rapid  growth  in  extent  of  the  roof  of  the 
mesencephalon.  In  longitudinal  section  it  thus  appears  wedge- 
shaped,  with  short  floor  and  long  arched  roof  (Figs.  87  and 
88).  Its  walls  remain  of  practically  uniform  thickness  up  to 
the  seventy-second  hour.  The  lateral  walls  expand  more  rapidly 
than  the  roof  and  thus  form  the  optic  lobes.  But  these  are 
barely  indicated  at  the  36  s  stage. 

Isthmus.  The  great  expansion  of  the  mesencephalon  does 
not  involve  the  portion  immediately  adjacent  to  the  hind-brain, 
which  is  henceforth  known  as  the  isthmus  (Figs.  87,  88). 

The  Rhombencephalon  {Primary  Hind-brain),  Two  divisions 
of  the  embryonic  brain  arise  from  the  rhombencephalon,  viz., 
the  metencephalon  and  the  myelencephalon ;  the  former  becomes 
the  region  of  the  cerebellum  and  pons  of  the  adult  brain, 
and  the  latter  the  medulla  oblongata.  The  metencephalon  is  a 
relatively  short  section  of  the  original  rhombencephalon,  and 
includes  only  the  most  anterior  neuromere  of  the  rhomben- 
cephalon or  the  sixth  of  the  series  (Fig.  83  D,  K).  It  may  be 
distinguished  at  the  beginning  of  the  period  under  consideration 
by  the  fact  that  its  roof  remains  as  thick  as  that  of  the  mesen- 
cephalon. At  the  end  of  this  time,  i.e.,  seventy-two  hours,  the 
roof  in  sagittal  sections  appears  to  rise  sharply  from  the  isthmus 
and  thins  towards  the  sunmiit,  where  it  passes  into  the  thin  epi- 
thelial roof  of  the  myelencephalon  (Figs.  87  and  88).  The  rudi- 
ment of  the  cerebellum  is  slightly  thicker  on  each  side  of  the 
middle  line  at  seventv-two  hours. 

The  myelencephalon  l>ecomes  sharply  characterized  by  the 
thinness  of  its  roof  and  thickening  of  ventral  lateral  zones  and 
floor.  The  epithelial  roof  has  a  triangular  form,  the  base  resting 
against  the  metencephalon.  The  neuromeres  remain  very  distinct 
(Figs.  83,  89),  but  change  their  form.  I'p  to  about  twenty-three 
somites  they  still  form  external  expansions,  but  as  the  wall 
thickens  the  external  surface  Ijecomes  smooth,  and  the  neuro- 
meres may  now  l)e  recognized  as  a  series  of  concavities  in  the 
lateral  wall,  with  intervening  projections  (Fig.  89).     The  arrange- 


152 


THE  DEVELOPMENT  OF  THE  CHICK 


The  median  strip  includes  the  tela  ckoroidea,  Ijegmning  at 
the  diencephalon,  and  the  lamina  terminalis,  which  ends  at  the 
recessiis  opticus.  These  divitions  are  of  great  prospective  signifi- 
cance, though  at  the  stage  of  36  s  they  are  but  slightly  differen- 
tiated, sa\'c  by  their  position.  A  slight  thickening  of  the  lamina 
terminalis  just  in  front  of  the  recessus  opticus  marks  the  site  of 
the  future  anterior  commissure  (Figs.  87  and  88). 


Mff^f"-'- 


Fig.  86.  —  Inner  view  of  the  brain  of  a  chick  of  about  82  hours,  drawn  from 
a  disacction. 
Ch.  opt.,  Chiasma  opticus.     Ep.,  Epiphysis  (piiipal  glaml).     Isth..  Isih- 


TAe  Diencephalon.  The  portion  of  the  primary  fore-brain  pos- 
terior to  the  telencephalon  is  known  as  the  diencephalon.  It  in- 
cludes the  second  and  thinl  neiiromeres  and  j)robably  also  the 
ventral  zones  and  floor  of  the  first  (Fig.  S3),  A  slight  constriction 
in  the  roof  that  appeare  about  the  18  to  20  s  stage  near  the  junc- 
tion of  the  middle  and  last  third  may  represent  the  boundary  be- 
tween the  second  and  third  neuromercs;  this  jMTsists  for  a  long 
time  an<l  may  be  traced  in  the  lateral  walls  to  the  region  of  the 
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infundibiilum  (Fip.  S3  K);  thus  the  diencephalon  may  l)e  divided 
into  an  anterior  and  jx)st<?ri()r  division,  j)arcncephalon  and  synen- 
cephalon  (Kupffer)  (Fi^.  87).  The  oi)tic  stalks  are  attached  to 
the  Hoor  an<l  ventral  zones  at  the  extreme  anterior  end.  The 
diencephalon  inchides  part  of  the  roof,  floor,  and  dorsal  and  ven- 
tral lateral  zones  of  the  original  neural  tul)e.  These  may  Ik?  de- 
scril)ed  as  follows  (Figs.  S7  and  88): 


Kifi.  «S7.       optical  ion<;itii4lin:il  strtion  of  the  Iicad  of  an  oiiil>ry()  of  30  s. 

Tlic  hoart  is  rcprrs^'iitcd  oritirc. 

Atr.,  Atrium  lauriclcs).  H.  a.,  Bullms  arteriosus.  1).  v..  Ductus  vrnosus. 
L^:.,  Lark'utjo-trarlical  ^nM>vc.  0(»s..  ()<'sophajrus.  or.  pi.,  OriI  plate,  wliich 
has  Im'^uii  to  ruptUH'.  Pan»U(*.,  Parcnrrphalon.  Ph.,  Pharj'ux.  Stoiii., 
Stomach.  Syncnc,  Svncnccphalon.  Th.,  Tliyroi«I.  S.  v.,  Sinus  vonosus. 
Veil.  H.,  Uiirht  ventricle.     Other  a!»l>nniation.s  as  iK'fon*. 

The  roof  rises  (piite  sharply  fn)m  the  velum  transversum,  and 
is  indented  between  the  parencephalic  an<l  synenrephalic  divi- 
sions as  aliTadv  noticcMl.  It  is  relativelv  tiiin.  About  tlie  30- 
3.")  s  stag(*  th(*  e])iphysis  (pineal  body)  l>et:ins  to  form  as  an 
evagination  from  about  the  middle,  and  by  the  30  s  stage  is  a 
small  hemisph(M-ie;il  protuU^raiK'e  (Figs.  SG  and  SS^.  Tiie  floor 
V)ecomese\tn'niely  thin  in  the  centerof  the  recessus  opticus,  which 
marks  its  anterior  end:  immediatelv  behind  this  is  a  sinlden  and 
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in  the  neural  suture;  it  is  separated  from  the  mesenchyme  in  the 
region  of  the  fore-gut  by  a  considerable  space,  (We  shall  call 
the  latter  portion  of  mesenchyme  the  axial  mesenchyme  of  the 
head,  to  distinguish  it  from  the  mesenchyme  derived  from  the 
neural  crest,  which  later  lies  lat- 
eral to  it,  and  which  may  thus 
be  known  as  the  periaxial  layer.) 
The  crest  may  be  followed  ante- 
riorly to  the  extreme  tip  of  the 
neural  tube,  and  posteriorly  to 
the  region  of  the  anterior  intesti- 
nal portal,  which  lies  at  about  the 
transverse  level  of  the  future  au- 
ditory pit  (cf.  Fig.  91),  In  the 
region  of  the  mid-brain  it  spreads 
out  laterally  until  its  peripheral 
cells  reach  the  axial  mesenchyme. 

Goronowitsch  divides  the  pre-otic 
IKirtion  of  the  neural  crest  into  pri- 
mary'and  secondary  ganglionic  crests, 
the  post-otic  portion  being  the  terti- 
ary crest.     According  to  his  account 
there  is  a  decided  differenn-  in  time 
of  origin  of  the  primary  and  wcoiid- 
FlG.  91.  —  Diap-am  of  the  cephalic    "T  crests;  the  primary,  iinolving  the 
neural  crest  of  a  chick  of  about    region  of   fore-  and  mid-brain,  aris- 
12  8,     (After  Wilhelm  His.)  ing  before  the  secondary  which  in- 

cludes the  region  of  the  trigeminus 
and  acustico-facialis.  I  have  not,  howe\er,  found  such  a  difference  in 
my  preparations. 

At  the  stage  of  10  somites  the  cells  of  the  pre-otic  neural 
crest  have  lost  their  connection  with  the  neural  tulw.  Behind 
the  optic  vesicles  they  have  spread  out  latcrallj'  between  the 
axial  mesenchyme  and  the  ectoderm,  where  they  form  a  prac- 
tically continuous  periaxial  layer,  distinguishable  from  the  axial 
mesenchyme  by  its  greater  density,  and  hence  deeper  stain; 
but  apparently  mingling  with  it  at  the  surface  of  contact. 

In  the  stages  immediately  following  (10-20  s),  the  portions 
of  the  periaxial  layer  lying  above  the  mandibular  and  the  hyoid 
arches  comlense  and  thicken,  and  form  strong  cords  extending 
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from  the  superior  angles  of  the  neural  tube  into  the  arches  in 
question;  here  they  form  connections  with  the  ectoderm  of  the 
arches,  which  proliferates  so  as  to  contribute  to  their  substance 
(Fig.  92).  Elsewhere  the  periaxial  layer  gratliially  merges  with 
the  axial  mesenchyme.  The  periaxial  cords  are  the  primordia 
of  the  trigeminus  and  aeustico-facialis  ganglia,  and  mark  the 
paths  of  the  trigeminal  and  facial  nerves.    Their  connection  with 


Fn;,  !IJ.  —  Tranavprsc  ncction  iniinedinlely  be- 
liiml    the    first    visceral    |)otirh   of    a   chick 
enibryo  of  thirteen  somites.     (Aftpr  Gorono- 
witach.)     Not?  connection   of   the   periaxial 
cord  with  the  ectoderm  of  the  vigceral  arch. 
Ad..  Aorta  desccndeim,     c.  Rounded  tne- 
senchyiiic   cells,     g.  Place  where  cells  derived 
from  neural  crest  unite  with  the  mesenchyme 
cells  of  the  periaxial  cord.     f.  Fusion,     p.  Spin- 
dle-shaped peripheral  mesenchyme  cells. 


the  ectoderm  in  the  neighborhood  of  the  first  visceral  pouch 
must  not  he  confused  with  the  so-called  branchial  sense-organa, 
for  the  primarj'  connection  is  soon  lost,  and  secondary  connec- 
tions arise  at  about  the  27  s  stage,  and  constitute  the  true  branchial 
seose-oi^ans  of  these  arches. 
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The  acustico-facial  periaxial  cord  attains  definiteness  some 
time  before  the  trigeminal  (cf.  Fig.  71),  and  indeed  appears  almost 
from  the  first  as  a  specially  strong  part  of  the  periaxial  layer: 
whereas  in  the  region  of  the  trigeminus  the  cells  of  this  layer  are 
first  widely  dispersed  and  secondarily  aggregate,  between  the 
stages  of  14  and  18  somites.  Both  cords  are  attached  to  the 
brain,  the  trigeminus  to  the  first  neuromere  of  the  myelencepha- 
lon,  and  the  acustico-facialis  to  the  third  (Fig.  83  E). 

The  trigeminal  and  facial  periaxial  cords  are  supplemented, 
as  we  have  seen,  by  proliferations  of  the  ectoderm  on  each  side 
of  the  first  visceral  pouch;  the  trigeminal  cord  then  enters  the 
mandibular  arch,  and  the  facial  the  hyoid  arch,  and  in  the  stages 
between  20  and  27  somites  form  at  least  part  of  the  mesenchyme 
of  these  arches.  The  axial  mesoblast  likewise  contributes  to  the 
mesenchyme  of  these  arches,  and  it  becomes  impossible  in  later 
stages  to  separate  these  two  mesenchymal  components.  The 
ganglia  proper  differentiate  from  the  upper  portions  of  the  cords. 
The  trigeminal  periaxial  cord  divides  over  the  angle  of  the  mouth 
and  sends  out  a  process  into  the  rudimentary  maxillary  process. 
A  third  projection  of  the  same  cord  towards  the  eye  forms  the 
path  of  the  ophthalmic  division  of  the  trigeminus  (Fig.  117). 

At  the  stage  of  about  27  s  the  trigeminus  forms  a  connection 
with  a  thickening  of  the  ectoderm  (placode  of  the  trigeminus) 
situated  in  front  of  and  above  the  fii*st  visceral  cleft;  and  the 
facial  connects  similarly  with  a  larger  ectodermal  thickening 
(placode  of  the  facialis)  situated  on  the  iK)sterior  margin  of  the 
uppermost  part  of  the  first  visceral  furrow.  These  ectodermal 
thickenings  are  nidimentar\'^  structures  of  very  brief  duration, 
representing  parts  of  the  sensory  canal  system  of  the  head  of 
aquatic  vertebrates.  Their  occurrence  in  the  chick  is  an  interest- 
ing example  of  phylogenetic  recurrence.  A  third  and  fourth 
like  organ  arises  in  connection  with  the  post-otic  ganglia. 

At  the  stage  of  72  hours  there  ai*e  two  ectodermal  thicken- 
ings (placodes)  in  connection  with  the  trigeminus,  one  in  front 
of  the  other,  derived  probably  by  division  of  the  original  first. 
The  facialis  placode  is  more  fully  developed. 

(2)  The  post-otic  ganglionic  crest  is  a  direct  continuation  of 
the  pre-otic  behind  the  ear,  and  it  is  at  first  difficult  to  make  an 
exact  boimdary  between  them.  At  the  stage  of  13  s  the  pre-otic 
crest  extends  l:>eneath  the  auditory  epithelium  nearly  to  its  middle 
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in  the  form  of  a  thick  mass  of  cells  in  the  roof  of  the  neural  tube. 
Towards  the  posterior  end  of  the  auditory  epithelium  the  crest 
becomes  smaller,  and  this  is  the  beginning  of  the  post-otic  crest. 
Behind  the  ear  the  crest  becomes  larger  again  and  extends  later- 
ally so  as  to  form  a  periaxial  layer  between  the  ectoderm  and 
the  axial  mesoblast  which  extends  back,  above  the  first,  second, 
and  third  somites  to  the  middle  of  the  fourth.  The  part  between 
the  ear  and  the  first  somite  is,  however,  by  far  the  best  developed, 
the  continuation  behind  being  a  relatively  slight  cord  of  cells. 

At  about  the  stage  of  17  somites  the  anterior  part  of  the  crest 
condenses  to  form  a  well-defined  periaxial  cord,  which  arises 
from  the  neural  tube  above  the  middle  of  the  auditory  pit,  arches 
back  behind  its  posterior  margin  and  extends  dow^n  into  the 
third  visceral  arch,  where  it  enlarges.  This  is  the  glossopharyn- 
geal periaxial  cord.  There  is  an  enlarged  portion  of  the  crest 
just  behind  this  overlying  the  site  of  the  future  fourth  and  fifth 
arches,  but  its  substance  is  not  yet  condensed  to  form  a  distinct 
periaxial  cord. 

At  the  stage  of  20  somites  the  anterior  cardinal  vein  and  the 
duct  of  Cuvier  form  the  posterior  boundary  of  the  enlarged  por- 
tion of  the  post-otic  crest  (Fig.  73).  The  part  of  the  periaxial 
laver  immediutelv  in  front  of  this  is  somewhat  condensed  to 
form  the  periaxial  cord  of  the  vagus,  and  this  is  only  indistinctly 
separated  from  that  of  the  glossopharyngeus. 

The  formation  of  the  third  visceral  cleft  definitely  splits  the 
periaxial  layer  into  the  periaxial  corcLs  of  the  glossopharyngeus 
and  vagus  (25  s).  This  division  is  carried  up  indistinctly,  at 
first,  into  the  roots  which  occupy  the  space  l)etween  the  auditory 
sac  and  the  fii-st  somite.  The  formation  of  the  fourth  visceral 
pouch  similarly  divides  the  distal  portion  of  the  vagus  cord, 
so  that  part  of  it  lies  in  fn)nt  of  the  pouch  and  part  behind. 

At  the  stage  of  seventy-two  hours  the  ganglion  petrosum 
(glossopharyngeus)  is  definitely  formed  by  an  enlargement  of 
the  cord  just  above  the  third  visceral  arch,  and  the  ganglion 
nodosum  (vagus),  similarly  formed  from  the  vagus  cord,  lies 
above  the  fourth  visceral  |X)uch,  tlius  extending  over  the  fourth 
and  fifth  arches.  Branchial  sense  organs  are  formed  at  the  dorsal 
angles  of  the  second  and  third  visceral  furrows  in  connection 
with  the  IX  and  X  nerves  resjx^ctively. 

It  would   api)ear  that   the   neural  crcst  in   the  head   is  the 


162  THE  DEVELOPMENT  OF  THE  CHICK 

source  of  much  of  the  mesenchyme,  and  it  Ls  an  interesting  ques- 
tion whether  or  not  such  mesenchyme  has  a  different  fate  from 
that  of  different  origin.  Nothing  definite,  however,  is  known  in 
regard  to  this,  owing  to  the  impossibility  of  separating  the  various 
kinds  after  they  have  once  merged. 

The  Neural  Crest  in  the  Region  of  the  Somites,  The  neural 
crest  is  very  slightly  developed  in  the  region  of  the  first  five  so- 
mites, which  is  correlated  with  the  fact  that  these  somites  are 
devoid  of  ganglia.  But  the  mode  of  origin  is  the  same  through- 
out the  somitic  region.  Shortly  after  the  closure  of  the  neural 
tube  in  any  region  the  neural  crest  forms  an  aggregation  of  cells 
in  the  roof,  more  or  less  sharply  separated  from  the  remainder 
of  the  tube  both  by  the  arrangement  of  the  cells  and  also  by  their 
lighter  stain  (Figs.  107,  109,  112,  113).  The  early  history  may  be 
followed  in  a  single  embryo,  by  comparing  the  conditions  opposite 
the  last  somite  with  that  of  more  anterior  somites  where  develop- 
ment is  more  advanced.  Figs.  107,  108,  109,  110  represent 
transverse  sections  through  the  twenty-ninth,  twenty-sixth, 
twentieth,  and  seventeenth  somites  of  a  29  s  embryo.  In  Fig. 
107  the  cells  of  the  crest  are  extending  towards  the  upper  angle 
of  the  somite,  with  which  they  are  connected  by  protoplasmic 
strands.  The  aggregation  in  the  roof  of  the  neural  tube  is  thus 
decidedly  diminished;  the  lateral  wings  of  the  crest  lie  in  the  angle 
between  the  neural  tube  and  the  ectoderm.  In  the  twenty-sixth 
somite  (Fig.  108)  the  lateral  wings  extend  farther  from  their  point 
of  origin,  and  ap|)ear  to  have  a  more  intimate  connection  with 
the  myotome.  In  the  more  anterior  and  older  somites,  twenty 
and  seventeen  (Figs.  109  and  110),  the  process  has  progressed 
much  farther  and  the  neural  crest  cells  are  completely  expelled 
from  the  neural  tube,  which  closes  after  them  (Fig.  110).  A  yet 
later  stage  is  shown  in  Fig.  Ill,  through  the  twenty-third  somite 
of  a  35  s  embryo. 

The  dorsal  commissure  uniting  the  right  and  left  sides  of  the 
crest  ruptures,  and  the  cells  of  the  crest  aggregate  so  as  to  form 
a  pair  of  ganglia  in  each  somite.  Thus,  although  the  neural  crest 
is  primarily  a  median  stnicture,  it  Ix^eomes  divided  into  two 
lateral  halves,  and  although  it  is  primarily  a  continuous  stnicture 
it  becomes  divided  into  a  series  of  pairs  of  metameric  ganglia. 
The  fate  of  the  interganglionic  commissures  is  conjectural.  The 
ganglia  are  ill-defined  from  the  mesenchyme  when  they  are  first 
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formed,  but  they  rapidly  become  well  differentiated.      (See  Chap. 
VIII.) 

IV.   The  Organs  of  Special  Sense  (Eye,  Ear,  Nosp:) 

Embryologieally  a  sharp  distinction  must  be  drawn  between 
the  essential  percipient  part  of  the  organs  of  sense  (retina  of  the 
eye,  olfactory  epithelium,  and  epithelium  of  the  membranous  laby- 
rinth) and  the  parts  formed  for  protection  and  for  the  elaboration 
of  function.  The  sensory  part  proper  is  the  first  to  arise  in  the 
embryo,  and  is  protected  later  by  modifications  of  surrounding 
tissues  or  parts.  We  may  thus  distinguish  between  primary  and 
secondary  parts  in  the  case  of  all  organs  of  sense.  Only  the  early 
history  of  the  primary  parts  falls  within  the  period  covered  by 
this  chapter,  except  the  formation  of  the  lens  in  the  case  of  the 
eye. 

The  Eye.  The  primary  optic  vesicles  arise,  as  we  have  seen, 
as  lateral  expansions  of  the  anterior  end  of  the  neural  tube; 
their  position  is  indicated  by  an  enlargement  of  the  neural  tube 
even  before  the  meeting  of  the  medullary  folds  in  this  region. 
The  shape  and  relations  of  the  early  optic  vesicles  have  already 
been  described  and  figured.  The  origin  of  the  optic  stalk  by 
constriction  of  the  base  of  the  vesicle  was  described  in  a  preced- 
ing section  of  this  chapter  (p.  149).  The  stalks  remain  attached 
to  the  ventral  end  of  the  lateral  walls  of  the  diencephalon  in 
the  region  of  the  recessus  opticuSy  and  constitute  tubular  con- 
nections between  the  vesicles  and  the  brain,  in  the  walls  of  which 
the  optic  nerve  develops  later  (Fig.  84). 

Locy  found  six  pairs  of  "  accessory  optic  vesicles  "  occurring  in  series 
immediately  behind  the  true  optic  vesicles;  they  form  low  rounded 
swellings  of  the  side-walls  of  the  neural  folds  before  the  true  brain 
vesicles  are  indicated,  and  last  only  about  three  hours  in  the  chick 
(twenty-fourth  to  twenty-seventh  hours  of  incubation).  ''Their  exist- 
ence supports  the  hypotliesis  that  the  vertebrate  eyes  are  segmental,  and 
that  the  ancestors  of  vertebrates  were  primitivf*!}'  multiple-eyed."  (Locy.) 

The  external  surface  of  the  optic  vesicle  early  reaches  the 
ectoderm,  to  which  it  appears  to  be  cemented  at  the  10  s  stage. 
In  the  17-18  s  stage,  the  optic  vesicles  project  decidedly  behind 
the  attachment  of  the  optic  stalk,  and  the  external  wall  is  slightly 
thicker  than  that  next  the  brain.  The  ectoderm  then  becomes 
thickened  over  a  circular  area  in  contact  with  the  optic  vesicle 
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and  this  constitutes  the  primordium  of  the  lens  (Fig  94),  The 
thickeoing  of  the  external  wall  of  the  optic  vesicle  and  of  the 
lens  primordium  now  proceed  rapidly,  and  soon  an  invagination 
is  formed  in  each  (Fig.  95). 


Piu.  tM.  —  Section  through 
the  primordium  of  theeye 
of  B  chick  embryo  of  21  b. 
(After  Froriep.) 

d,.  Distal  wall  of  optic 


Id.  95.  —  Section  through  the 
primordium  of  the  eye  of  a 
chick  embryo  at  the  end  of 
the  second  day  of  incubation. 
(After  Froriep.) 


It  is  probable  that  a  stimulus  U  exerted  by  the  optic  veaide  on  the 
ectoderm  with  which  it  is  in  contact,  railing  it  to  thicken  and  become 
the  primordium  iif  the  lenx.  This  has  been  denionstrated  experimentally 
to  be  the  case  in  the  embryo  of  the  frog,  and  the  morphologioa]  rela- 
tions are  the  same  in  the  chick.  The  invagination  of  the  primary  optic 
vesicle  to  form  the  secondary  oi>lic  vesicle  is  not  mechatiically  produced 
by  the  growth  of  the  lens,  as  some  have  supposed,  for  it  has  been  shown 
(see  Fol  and  Waryiisky)  that  the  secondary  optic  vesicle  is  formed  in 
the  absence  of  the  lens. 

We  mny  now  consider  the  formation  of  the  optic  cup  antl  of 
the  lens  separately. 

The  Optic  Cup.  The  invagination  of  the  outer  wall  of  the 
primary  optic  ve.iicle  gradually  brings  this  wall  into  contact 
with  the  inner  wall  iind  i>l)literates  the  primary  cavity.     Thua 
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is  established  the  secondary  optic  vesicle  or  optic  cup.  Special 
attention  must  be  given  to  the  form  of  the  invagination,  for  this 
determines  relations  of  fundamental  importance.  The  invagina- 
tion may  be  stated  to  consist  of  two  parts.  The  first  is  directly 
internal  to  the  lens  primordium,  and  the  second,  which  is  continu- 
ous with  the  first,  involves  the  ventral  wall  of  the  primary  optic 
vesicle  as  far  as  the  optic  stalk.  The  secondary  optic  vesicle 
established  by  these  invaginations  thus  has  two  openings  into 
its  cavity,  (1)  the  external  opening,  which  becomes  the  pupil 
of  the  eye,  and  (2)  the  ventral  opening,  continuous  wdth  the 
pupil,  which  is  known  as  the  choroid  fissure.  Figs.  96  A,  B,  and 
C  exhibit  these  relations  better  than  a  detailed  description. 

The  choroid  fissure  is  a  transitory  embryonic  structure,  sub- 
sequently closing  by  fusion  of  its  lips.  How^ever,  it  establishes 
a  relation  of  fundamental  importance  in  that  the  ventral  wall 
of  the  optic-stalk  is  kept  continuous  in  this  w-ay  with  the  inner 
or  retinal  layer  of  the  secondary  optic  vesicle  (Figs.  96  B,  and  97), 
and  thus  a  path  is  provided  for  the  development  of  the  optic 
nerve  (see  Chap.  IX).  It  also  provides  an  aperture  in  the  wall 
of  the  optic  cup  for  the  entrance  of  the  arteria  centralis  retinae. 

The  optic  primordium  at  the  36  s  stage,  with  the  omission  of 
the  lens,  is  composed  as  follows: 

(1)  Optic-stalk  attached  to  the  floor  of  the  brain;  this  is 
still  tubular. 

(2)  The  optic  cup  or  secondary  optic  vesicle  consisting  of 
two  layers,  viz.,  (a)  a  thick  internal  or  retinal  layer  continuous 
at  the  pupil  and  choroid  fissure  with  (b)  the  thin  external  layer. 
The  cavity  of  the  cup  Ls  the  future  posterior  chamber  of  the  eye; 
it  has  two  openings,  viz.,  the  pupil  filled  by  the  primordium  of 
the  lens,  and  the  slit-like  choroid  fissure  extending  from  the  pupil 
to  the  optic  stalk  along  the  ventral  surface.  The  retinal  layer 
is  continuous  with  the  floor  of  the  optic-stalk,  and  thus  with  the 
diencephalon. 

The  optic  cup  expands  with  extreme  rapidity  between  the 
stages  of  26  and  36  somites,  as  may  he  seen  from  the  figures  by 
comparing  the  relative  size  of  the  lens  and  optic  cup  at  diff^erent 
stages. 

The  Lens.  The  invagination  of  the  thickened  ectoderm 
external  to  the  optic  vesicle  soon  leads  to  the  formation  of  a  deep, 
thick-walled  pit  which  rapidly  closes  (26-2S  somites)  and  thus 
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forms  an  epitheliul  sac,  which  at  first  practically  fills  the  cavity 
of  the  (iptic  cup.  However,  it  very  soon  t)ecomes  tietnchcd  from 
the  ijostcrior  wall  of  the  optic  cup.  which  exjuiiiils  with  Rreat 

rnpiility,  ami  llie  lens  is  left  at  the  mouth  of  the  cup.     The  walla 
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of  the  lens  sac  air  at  lii-st  of  jmiclically  even  thickness  (L'Ssl, 
lint  hv  the  :-l'>s  static  a  jiivat  iliffercricc  lias  arisen  bv  the  elonira- 
tion  of  the  cells  of  ihc  inner  wall,  whi.'h  are  liestineii  to  form 
IciLs  filler's:  the  ceils  of  the  anteri.ir  (outer)  wall  clontratc  much 
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less  during  thlR  period,  and  are  destined  to  form  the  epithelium 
of  the  lens  (Fig.  97).  Intermediate  conditions  are  found  around 
the  equator  of  the  lens.  The  subsequent  history  is  given  in 
chapter  IX. 

The  Auditory  Sac.  At  about  the  12  s  stage  the  first  evidence 
of  the  auditory  sacs  is  found  in  the  form  of  a  pair  of  circular 
patches  of  thickened  ectoderm  situated  on  the  dorsal  surface  of 
the  head  opposite  to  the  ninth,  tenth,  and  eleventh  neuromeres, 
and  thus  a  short  distance  in  front  of  the  first  mesoblastic  somite; 
it  lies  between  the  rudiments  of  the  acustico-facialial  and  glosso- 
pharyngeal ganglia.     In  the  14  s  stage  the  auditory  epithelium 


FlO   97  — Tranvierse  bpction  throuffh  ihe  tjcs  and  heart  itf  an  embryo  of 
about  35  b      The  plane  of  the  section  mil  be  readily  understood  ly  com 
panson  of  Fir    117 
eh    Fis     Chtroul  fissure      D    (      Duel  of  Ciiier      1*     I  ing      pi     er 

Pleural   groo\c      \     c     Posltnor  cardmul   \em       \     S      \nlksac       Othir 

abbreviationa  as  before. 

is  slightly  depressed,  and  in  the  16  s  stage  it  forms  a  wide-open 
pit.  At  about  the  20  s  stage  the  mouth  of  the  pit  narrows  slightly, 
and  gradually  closes  (28-30  s),  thus  forming  the  auditory  sac  or 
vesicle  (otocm)  (cf.  Figs.  71,  73,  89.  and  93). 

The  method  of  closure  of  the  pit.  which  is  of  interest,  may 
readily  be  observed  in  mounts  of  entire  embryos;  iit  first  the 
lips  fold  over  most  rapidly  from  the  anterior  ami  jwsterior  mar- 
gins; thus  the  mouth  of  the  pit  l>ecomes  elliptical  with  the  long 
axis  vertical  (stage  of  22  somites)  and  exten<ling  from  the  apex 
nearly  to  the  base.  The  ventral  lip  tlien  lM>pins  to  ascend  (stage 
of  24  somites)  and  the  closure  gradually  proceeds  towards  the 
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apex,  HO  that  by  the  stage  of  29  somites  the  opening  is  reduced 
to  a  minute  ellipse  situated  on  the  external  side  of  the  dorsalmost 
portion  of  the  otocyst  (see  Fig.  93).  This  portion  of  the  otocyst 
now  begins  to  form  a  small  conical 
elevation,  and  the  final  closure  takes 
place  on  the  external  side  of  this 
elevation,  which  Is  destined  to 
form  the  endolymphatic  duct.  The 
latter  remains  united  to  the  epi- 
dermis at  this  point  for  a  consid- 
erable period  of  time  by  a  strand 
of  cells  which  may  preserve  a 
lumen  up  to  104  houre  (Fig.  98). 
The  final  point  of  closure  of  the  oto- 
cyst*  Is  thus  very  definitely  placed, 
and  it  coincides  with  the  middle  of 
the  endolymphatic  duct,  that  is, 
with  the  jxmction  of  the  later  formed 
saccus  and  ductus  endolymphaticus. 
In  the  Selachia  this  duct  remains 
in  open  communication  with  the 
exterior  throughout  life;  the  rela- 
tively long  persi.stence  of  its  con- 
nection  with  the  epidermis  in  the 
chick  may  thus  Ite  interpreted  as  a 
phylogenic  reminiscence  of  the  an- 
cestral condition. 

The  Nose  (Olfactory  Pits).  At 
atKHit  the  28  s  Mtage,  the  ectoderm 
on  the  sides  of  the  head  a  short  dis- 
tance in  front  of  the  eyes  appeara 


Fio.  98.  —  Section  ot  the  otocyiit 
of  an  embryo  of  104  hours.  The 
original  opening  of  the  otocyst 
)8  drawn  out  into  a  narrow  ca- 
nal which  connects  with  the 
endolymphatic  duct  (reccBaua 
labyrinthi). 
a.,  Ball  of  celts  in  the  otocyst 
,.   ,  in.  .        ,  ,  ,     (otolith?),    h.,  Canal  leading  (rom 

thickened.      I  wo  circular  patches  of    the  surface  to  the    otocyst.    D. 
ectoderm  are  thus  marke<l  off,  the    end!.  Endolymphatic  duct     D., 
.      ,  ,,  .  ,  Dorsal.     Ect.,  Ectoderm  of   the 

lieguuiing  of  the  olfactory  epithe-  gurface  of  the  head,  Gn.,  Audi- 
Hum:  at  fii'st  this  grades  almost  im-    tory  oianglion.    L.,  Lateral.    M., 

.,  ,      .  '^,  .  ,  ,      -         Median.     V.,  ventral. 

I)erceptili]y   mlo    the     neighbonng 

ectixlerni.  In  the  stages  immediately  following  the  olfactory 
|>latos  apiicar  to  sink  <iowu  towards  the  ventral  surface  of  the 
heail.  due  no  doulit  to  more  rapid  growth  of  the  dorsal  portion 
of  the  head.     Thus  tiiey  apjiear  at  the  ventro-lateral  angles  of 
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the  anterior  part  of  the  head  at  the  stage  of  36  somites.  During 
the  displacement  a  depression  appears  in  the  center  of  each  olfac- 
tory plate,  and  as  this  becomes  deeper,  the  olfactory  pits  are 
formed  (Figs.  99  and  117).  At  the  stage  of  36  somites  each  is 
a  deep  pit  situated  at  the  junction  of  the  sides  and  ventral  sur- 
face of  the  anterior  portion  of  the  head,  with  the  wide  mouth 
opening  outwards  and  ventrally. 

The  olfactory  epithelium  now  becomes  sharply  differentiated 
from  the  ectoderm  of  the  head,  owing  to  the  formation  of  a  super- 
ficial layer  of  cells  (teloderm,  see  p.  285)  above  the  columnar  cells 
in  the  ectoderm,  but  not  in  the  region  of  the  sensory  epithelium, 
where  the  cells  still  form  a  single  layer.  In  the  center  of  the 
olfactory  pit  the  epithelium  is  very  much  thickened  owing  to 
elongation  of  the  cells,  and  the  nuclei  lie  in  five  or  six  layers; 
there  is  a  gradual  thinning  of  the  epithelium  to  the  lips  of  the 
pit  and  then  a  sudden,  but  graduated,  decrease  to  the  general 
ectoderm.  The  line  of  junction  of  olfactory  epithelium  and 
indifferent  ectoderm  of  the  head  is  a  little  distance  beyond  the 
margin  of  the  pit,  as  may  be  determined  by  the  edge  of  the  telo- 
dermic  layer;  in  other  words,  all  of  the  olfactory  epithelium  is 
not  yet  invaginated. 

It  is  probable  that  the  invagination  of  the  olfactory  plates  is 
due  mostly,  up  to  this  time,  to  the  processes  of  growth  within 
the  plates  themselves,  although  there  has  l)een  considerable 
accumulation  of  mesenchyme  in  this  region.  But  the  subsequent 
deepening  of  the  pit«  appears  to  \ye  due  largely  to  the  formation 
of  processes  around  the  mouths  of  the  primary  pits.  (See 
Chap.  IX.) 

V.   The  Alimkntary  Tract  and  Its  Appendages 

We  have  already  learned  that  the  main  portion  of  the  alimen- 
tary tract  arises  from  the  splanchnopleui*e;  a  {portion  of  the  mouth 
cavity  Ls,  however,  lined  with  ectoderm  and  arises  from  an  inde- 
pendent ectodermal  pit,  the  siomod(cum,  which  communicates 
only  secondarily  with  the  entodermal  iX)rtion;  similarly  the  last 
portion,  external  to  the  cloaca,  arises  from  an  ectodermal  pit, 
the  prociodccum,  which  communicates  only  secondarily  with  the 
entodermal  part.  We  shall  thus  have  to  consider  the  origin  of 
the  stomodflpum  and  the  proctoda^um  in  connection  with  the 
alimentarv  tract. 
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Fj(i.  99.  —  Entire  embryo  of  31  somites  viewed  aa  a 
transparent  object, 
am.  Umb.,  Amniotic  umbib'cus.  B.  a.,  Bulbus 
arteriosus,  cerv.  Fl.,  Cervical  flexiire.  ch,  Fis.,  Cho- 
roid fituure.  er.  Fl.,  Cranial  flexure.  D.  C.,  Duct  of 
Cuvier.  ex.  o,  c.,  Elxlernal  layer  of  the  optie  cup. 
int.  o.  c,  Internal  layer  of  the  optic  cup  (retina,) 
N'm.,  Ncuromere  of  myeleneepbalon.  olf.,  Olfactoiy 
pit.  pc.  W.,  Line  of  attachment  of  amnion  to  pen- 
cardial  wall.  V.  C.  1,  2,  3,  First,  second,  and  third 
visceral  clefts.     Other  abbreviations  as  before. 
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From  the  embryological  point  of  view  the  alimentary  tract 
may  be  divided  into  fore-,  mid-,  and  hind-gut.  The  fore-gut 
includes  the  anterior  portion  as  far  back  as  the  liver  diverticulum, 
the  mid-gut  extends  from  here  to  the  ccecal  appendages,  and  the 
hind-gut  includes  the  remainder.  From  each  division  there 
arise  certain  outgrowths  which  may  l^  termed  collectively 
appendages  of  the  alimentary  tract,  and  these  will  also  l^e 
considered  here,  so  far  as  they  arise  within  the  period  covered 
by  this  chapter.  Thus  from  the  fore-gut  there  arise  the  visceral 
pouches,  the  thyroid  and  thymus  glands,  the  postbranchial 
bodies,  the  respiratory  tract,  and  the  liver  and  pancreas;  from 
the  mid-gut  the  yolk-sac,  and  from  the  hind-gut  the  coecal 
appendages  and  allantois. 

The  enlargement  of  the  body-ca\4ty  towards  the  middle  line 
gradually  reduces  the  broad  mesodermal  septum  situated  between 
its  inner  angles  to  a  relatively  narrow  plate,  which  forms  the  dor- 
sal mesentery  of  the  int<3stine  (Figs.  107, 109,  110,  and  111).  This 
elongates  in  the  course  of  development  and  forms  a  sheet  of  tissue 
suspending  the  intestinal  tube  to  the  mid-dorsal  line  of  the  body- 
cavity.  It  is  composed  of  two  layers  of  mesothelium  (peritoneum) 
continuous  with  the  lining  of  the  body-cavity  and  enclosing  a 
certain  amount  of  mesenchyme;  the  dorsal  mesentery  extends 
along  the  entire  length  of  the  intestinal  canal. 

A  ventral  mesentery  uniting  gut  and  yolk-sac  is  also  estab- 
lished by  the  meeting  of  the  limiting  sulci  in  the  splanchnopleure. 
When  the  body-wall  closes,  the  ventral  mesentery  consists  of 
two  layers  of  mesothelium  attaching  the  intestinal  canal  to  the 
mid-ventral  line  of  the  bodv-wall.  The  dorsal  and  ventral  mesen- 
teries,  together  with  the  alimentary  canal,  thus  constitute  a 
complete  partition  between  the  right  and  left  halves  of  the  body- 
cavity.  However,  the  ventral  mesentery  is  a  very  transient 
structure  except  in  the  region  of  the  fore-gut  and  liver,  and  in 
the  extreme  end  of  the  hind-gut.  In  these  places  it  is  persistent 
and  is  the  seat  of  formation  of  important  organs. 

The  wall  of  the  intestine  contains  three  embrvonic  layers: 
viz.,  entoderm,  mesenchyme,  and  mesothelium.  The  first  forms 
the  lining  epithelium  of  the  intestine,  and  of  all  ghmdular  attach- 
ments, as  well  as  of  the  respiratory  tract  and  allantois;  the  last 
forms  the  serosa;  and  the  mesenchyme  the  intermediate  layers. 

We  shall  now  consider  the  development  of  each  region  of  the 
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alimentary  tract  and  the  appendages  proper  to  each  in  the  follow- 
ing order:  (1)  Stomodseum,  (2)  Pharynx,  (3)  G^ophagus,  (4) 
Stomach,  (5)  Hepato-pancreatic  division  of  the  fore-gut,  (6)  Mid- 
gut, (7)  Hind-gut. 

The  stomodaetun  owes  its  origin  to  an  expansion  of  the  em- 
bryonic parts  surrounding  the  oral  plate,  and  it  gives  rise  to  a 
large  part  of  the  buccal  cavity,  which  is  therefore  lined  by  ecto- 
derm. (See  Chap.  X.)  It  will  be  remembered  that  at  the  12  s 
stage  the  oral  plate  lies  between  the  pericardium  and  the  head- 
fold  (Fig.  67),  and  that  it  consists  of  a  fusion  between  the 
ectoderm  of  the  ventral  surface  of  the  head  and  the  entoderm 
composing  the  floor  of  the  anterior  end  of  the  fore-gut.  It  lies 
in  a  slight  depression  on  the  under  surface  of  the  head  which 
is  the  l)eginning  of  the  oral  cavity.  This  small  beginning  owes 
its  enlargement  (1)  to  the  cranial  flexure,  by  which  the  ventral 
surface  of  the  head  becomes  bent  at  right  angles  to  the  oral 
plate  instead  of  forming  a  direct  continuation  of  it,  and  (2)  to 
the  formation  and  protrusion  of  the  mandibular  arches  and 
maxillary  processes  at  the  sides  and  behind.  (See  fuller  account 
in  Chap. VII.)  In  this  way  it  l)ecomes  a  deep  cavity  closed 
internally  by  the  oral  plate.  The  series  of  figures  of  sagittal 
sections  through  the  head  illustrates  very  well  the  gradual  deep- 
ening of  the  stomodffium  by  these  processes  (Figs.  75,  85,  87,  88). 

The  oral  plate  thins  gradually  from  the  12  to  the  30  s  stage 
when  it  breaks  through  (Figs  87  and  88),  thus  establishing  an 
opening  into  the  alimentary  tract.  The  remnants  of  the  oral 
membrane  then  gradually  disappear  and  leave  no  trace.  The 
subsequent  extension  of  the  maxillary  region  to  form  the  upper 
jaw  greatly  enlarges  the  extent  of  the  ectodermal  portion  of  the 
buccal  cavity.  It  will  have  been  noted  (Figs.  85  and  87)  that 
the  h>'|X)physis  opens  in  front  of  the  oral  plate  on  the  ectodermal 
side,  and  this  constitutes  a  most  important  landmark  for  deter- 
mining the  Hmit  of  the  ectodermal  portion  of  the  buccal  cavity 
in  later  stages. 

The  Pharynx  and  Visceral  Arches.  The  pharynx  may  be  briefly 
<lefine(l  as  the  alinientarv  canal  of  the  head.  It  Is  the  most 
variable  part  of  tlie  alimentary  canal  in  the  series  of  vertebrates. 
Modified,  as  it  is  in  all  vertebrates,  for  pur{)oses  of  respiration, 
the  transition  from  the  aquatic  to  the  terrestrial  mode  of  respira- 
tion brouglit  about  great  changes  in  it.     It  is  thus  marked  em- 
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bryologically  first  by  the  development  of  structures,  the  visceral 
arches  and  clefts,  whose  primary  function  was  aquatic  respira- 
tion, and  second  by  the  development  of  the  air-breathing 
lungs.  Such  fundamental  changes  in  function  have  left  a  deep 
impression,  not  only  on  the  embryonic  history  of  the  pharynx 
itself,  but  also  on  the  development  of  the  nervous  and  vascular 
systems. 

The  extreme  anterior  end  of  the  pharynx  extends  at  first 
some  distance  in  front  of  the  oral  plate,  and  may  hence  be  called 
the  pre-oral  gut  (Figs.  75,  85,  etc.).  After  the  rupture  of  the 
oral  plate,  the  pre-oral  gut  appears  like  an  evagination  of  the 
pharynx  immediately  behind  the  hypophysis  and  is  now  known 
as  SeesseFs  pocket  (Fig.  87),  but  it  gradually  flattens  out  and 
disappears  (Fig.  88). 

The  form  of  the  pharynx  at  thirty-three  hours  has  been 
already  described; briefly, it  is  much  expanded  laterally, exhibiting 
a  crescentic  form  in  cross-section  (Fig.  54  A).  The  horns  of  the 
crescent  are  in  contact  with  the  ectoderm  in  front  of  the  auditorv 
pit,  marking  the  site  of  tlie  future  hyomandibular  cleft,  which 
arises  by  perforation  in  the  fused  area  at  about  forty-six  hours. 
A  second  pair  of  lateral  expansions  brings  about  a  second  fusion 
of  the  lateral  wings  of  the  pharynx  just  l)ehind  the  auditory  pit 
at  about  the  stage  of  19-20  somites.  This  is  followed  by  the 
formation  of  a  third  and  a  fourth  pair  of  lateral  evaginations  of 
the  pharynx  which  reach  the  ectoderm  at  about  23  s  and  35  s 
respectively.  The  walls  of  the  pharynx  appear  considerably 
constricted  between  the  evaginations  which  are  known  as  vis- 
ceral pouches  (Figs.  100  and  101). 

CJorresponding  to  each  visceral  pouch  there  is  formed  an 
ectodermal  invagination  of  much  lesser  extent,  which  may  l)e 
known  as  the  visceral  furrow.  The  furrows  do  not  form  directlv 
opposite  the  pouches,  but  slightly  behind  them  so  jis  to  overlap 
the  margins  of  the  latter  (Fig.  101).  The  ectoderm  of  the  visceral 
furrows  forms  a  close  xinion  with  the  entoderm  of  the  pouches, 
and  openings  arise  within  these  areas,  excepting  the  fourth, 
forming  transitory  visceral  clefts. 

There  are  thus  four  pairs  of  visceral  }X)uches  and  furrows, 
known  as  the  first,  second,  third,  and  fourth;  the  first  is  some- 
times called  the  hvomandibular. 

According  to  Kastschenko,  there  are  evidences  of  three  pairs  of 
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visceral  furrows  in  front  of  the  first  at  the  14-16  s  stage.  These  he  in- 
terprets as  phyletic  rudiments.  It  is  certain  that  the  lower  vertebrates 
had  pouches  posterior  to  the  fourth.  The  post-branchial  bodies  (see 
p.  309)  are  probably  rudiments  of  a  fifth  pair  of  pouches. 

The  tissue  l^etween  the  visceral  pouches  thickens,  by  accumu- 
lation of  mesenchyme,  to  form  the  visceral  arches,  of  which  there 
are  five,  viz.:  (1)  the  inandibular  in  front  of  the  first  pouch,  form- 
ing also  the  posterior  boundary  of  the  oral  cavity,  (2)  the  hyoid 
between  the  first  and  second  pouches,  (3)  the  third  visceral  arch 
between  the  second  and  third  pouches,  (4)  the  fourth  visceral 
arch  between  the  third  and   fourth  pouches,  and   (5)   the  fifth 

vPI  y,c.OJ       vP2^Ca2    _, 

yPJ 


Ficj.  100.  —  Reconstruction  of  the  fore-gut  of  a  chick  of  72  hours. 

(After  Kastschenko.) 

Hyp.,  Hypophysis,  lar-tr.  dr.,  Ijaryngotracheal  eroove.  I^g., 
Lung.  Md.  a..  Mandibular  arch.  Oes.,  Oesophagus,  pr  o.  G.,  Preoral 
gut.  Stom.,  Stomach.  Th.,  Thyroid,  v.  C.  d,  1,  2,  Dorsal  division  of 
the  first  and  sc»cond  visceral  clefts,  v.  C  v.  2,  Ventral  division  of  the 
second  visceral  cleft,  v.  P.  1,  2,  3,  4,  First,  second,  third,  and  fourth 
visceral  pouclies. 

visceral  arch  lx?hind  the  fourth  pouch.  Each  arch  is  bounded 
internally  by  entoderm, externally  by  ectoderm.  The  main  portion 
of  its  substance  is  formed  of  mesenchyme;  each  contains  also  a 
branch  of  the  ventral  aorta  (aortic  arch)  and  a  branch  of  a  cranial 
nerve.  Understanding  of  their  relations  is  therefore  essential  to 
knowledge  of  the  development  of  the  nervous  system,  vascular 
system,  and  skull. 

We  shall  now  consider  the  history  of  each  visceral  pouch 
and  arch  separately: 

The  first  visceral  ix)U('h  l)ecomos  adherent  to  the  ectoderm 
of  the  first  visceral  furrow  at  its  dorsal  and  ventral  ends,  leaving 
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an  intermediate  free  portion.  At  about  the  26  3  stage  an  opening 
(cleft)  forma  at  the  dorsal  adhesion,  but  none  at  the  ventral; 
thus  the  first  visceral  cleft  is  confined  to  the  dorsalmost  portion 
of  the  pouch  (Fig.  100).  This  opening  closes  about  the  end  of 
the  fourth  day;  the  ventral  portion  of  the  pouch  then  flattens 
out,  and  the  doisal  portion  expands  upwards  towards  the  otocyst 
(Fig.  102). 

The  first  visceral  (mandibular)  arch  thickens  greatly  between 
the  14  and  35  s  stages,  the  ventral  ends  project  a  little  behind 
the  oral  invagination,  and  subsequently  meet  to  form  the  primor- 
dium  of  the  lower  jaw  (Figs.  125  and  126,  Chap,  VII).     A  pro- 


Fia.  101.  —  Frontal  section  throu|[h  the  pharynx  of  a  35s  embryo. 

a.  a.  1,  2,  3,  4,  First,  second,  third,  and  fourth  aortic  arches.  Hyp.,  Hypo- 
physis. J.,  JuKular  vein,  lar-tr,  Gr.,  Laryngotracheal  groove,  or..  Oral 
csvity.  Ph.,  Pharynx.  Th.,  Thjrroid.  v.  A.  1,  2,  3,  First,  second. anil  third 
viscera]  arches,  v.  C.  1,  First  visceral  cleft,  v.  F.  2,  3.  Second  and  third 
visceral  furrows,     v.  P.  2,  3,  4,  Hccond,  third,  and  fourth  visceral  pouches. 

Ill,  Third  cranial  nerve. 


jection  of  the  upj>er  anterior  border  just  behind  the  eye  is 
the  beginning  of  the  maxillary  process,  or  ptimordium  of  the 
maxillary  portion  of  the  upper  jaw. 

The  second  visceral  pouch  likewise  becomes  adherent  to  the 
ectoderm  of  the  second  visceral  furrow  at  its  dorsal  and  \'entral 
ends,  and  openings  are  formed  in  each  adhesion  hy  the  35  s  stage 
(Fig.  100);  the  dorsal  opening  is  small  and  oval  (later  becoming 
more  elongated)  while  the  ventral  one  is  a  long,  narrow  fissure: 
they  are  separated  only  by  a  narrow  bridge  <if  tissue,  and  close 
duiing  the  fourth  day. 

The  third  visceral  jMHich  beha\'es  like  the  seciind,  forming  a 
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small  round  dorsal,  and   long  fissure-like  ventral  cleft  at  about 
the  40  s  stage  (Fig.  102).    These  close  during  the  fifth  day. 

The  signiRcance  of  the  separate  dorsal  and  ventral  divisions  of  the 
visceral  clefts  is  an  interesting  question.  It  is  probable  that  the  dorsal 
division  had  a  special  function,  as  they  have  a  special  connection  with 
the  branchial  sense  organs. 
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Fig.  102.  —  IteconstructJon  of  the  pharyngeal  organs  of  the  chick 
at  the  end  of  the  fourth  day  of  incubation.     (After  Kastach- 

a,  a,  :),  a.  a.  4,  a,  a,  6,  Third,  fourth,  anil  sixth  aortic  arches. 
Car.  e.,  External  eanitid.  Car.  i,,  Internal  carotid.  G.  Gn.,  Ge- 
niculate ganglion.  G.  n.  X.,  Ganglion  nodosum.  O.  pr..  Gan- 
glion petrosum.  ot.,  Olocyst.  p.  A.,  pulmonary  artery.  Th., 
Thyroid,    v.  P.  1, 2,  3,  4,  First,  second,  tliird,  and  fourth  visceral 

V,  Vil,  VIII,  IX,  X,  XII,  Cranial  nen-es  and  ganglia. 

The  fourth  visceral  pouch  connects  with  theeftoderm  at  its 
dorsal  end.  ahoiit  the  35  s  stage,  hut  no  cloft  develops.  Its  pos- 
terior wall  develo[)s  an  evaglnatlon  (postbranchial  body)  which 
by  some  is  considered  to  be  a  nnUmentary  fifth  pouch,  and 
which  contributes  t<)  the  formation  of  the  thymus.  (See 
Chap.  X.) 
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The  second  visceral  arch  is  the  largest  of  the  arches  and  over- 
laps both  the  first  and  third.  See  Figs.  117  and  125  in  place  of 
description.  All  of  the  arches  are  wedge-shaped,  corresponding 
to  the  wedge-like  form  of  the  hind-brain  region.  The  fourth 
arch  is  small  and  incomplete  ventrally;  the  fifth  a  mere  transitory 
rudiment.  The  greatest  development  of  the  arches  is  at  about 
the  end  of  the  fourth  dav. 

According  to  Kastschenko  the  closure  of  the  visceral  clefts  takes 
place  external  to  the  meeting-place  of  the  visceral  furrows  and  clefts, 
and  in  this  way  some  of  the  ectoderm  of  the  furrows  remains  attached 
to  the  visceral  pouches. 

The  thyroid  arises  as  a  small,  spherical  evagination  of  the 
epithelium  of  the  floor  of  the  pharynx  situated  between,  and  a 
little  in  front  of,  the  ventral  ends  of  the  second  pair  of  visceral 
pouches  (Figs.  85,  87,  88,  101).  In  the  18-20  s  stage,  it  is  repre- 
sented by  a  sharply  defined  plate  of  high,  columnar  cells  in  the 
same  situation,  which  may  l)e  recognized  even  at  the  stage  of 
12  s.  At  the  stage  of  26  s  this  plate  forms  a  deep,  saucer-shaped 
depression,  and  at  the  30  s  stage  it  is  a  well-developed  sac  with 
wide-open  mouth  which  gradually  closes,  thus  transforming  the 
sac  into  a  small  spherical  vesicle  lying  beneath  the  floor  of  the 
pharynx  (Fig.  102). 

The  Pulmonary  Tract.  The  portion  of  the  pharynx  that 
includes  the  visceral  pouches  may  be  called  the  brarwhial  portion, 
because  it  is  homologous  to  the  gill-l)earing  portion  in  fishes  and 
amphibia,  and  because  the  \dsceral  ix)uches  are  phylogenetic 
rudiments  of  branchial  clefts.  The  larnyx^  trachea,  and  lun{}s 
develop  from  the  ventral  division  of  the  postbranchial  portion 
of  the  pharynx.  At  about  the  23  s  stage  a  reconstruction  shows 
this  respiratory  division  of  the  pharynx  slightly  constricted  from 
the  broader  branchial  portion,  enlarged  on  each  side  at  its  pos- 
terior end  and  with  a  ventral  depression;  the  latter  rapidly 
deepeas  to  form  a  narrow  groove,  the  primordium  of  the  larynx 
and  trachea,  while  the  posterior  lateral  expansion  begins  to  form 
outgrowths,  the  primordia  of  the  lungs  and  air-sacs.  By  the 
stage  of  35  s  (Fig.  100)  the  postbranchial  portion  of  the  pharynx 
has  become  narrow  transversely  and  its  ventral  half  is  a  deep 
groove  (laryngotracheal  groove)  leading  back  to  the  lung  pri- 
mordia.    A  true  median  sagittal  section  at  this  time  shows  the 


FROM   TWELVK  TO  THIRTY-SIX  SOMITES 


179 


floor  of  the  lan'ngotracheal  groove  directlj-  continuous  with  the 
floor  of  the  branchial  portion  of  the  pharynx  at  ita  hind  end;  the 
former  benda  up  at  about  right  angles  to  enter  the  narrow 
CBsophagus  (Figs.  87  and  SS). 

Thus  the  whole  pulmonary  tract  communicates  widely  with 
the  pharynx  at  the  35  s  stage.  Its  complete  delimination  falls 
within  the  period  covered  by  Chapter  X.  The  continuity  of 
the  expansions  that  form  the  lung  primordia,  with  the  series  of 
viscera!  pouches  an  sliown  in  Fig.  100,  is  especially  noteworthy 
as  suggesting  a  thcor>-  of  the  phylogenetic  derivation  of  the  lungs. 
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Fii!.  lin.  —  KpcotiHtructbiiH  of  the  liver  diverticula  of  the  chick. 
(After  Ilummar.) 

.\,  (In  the  thini  tlayof  iiieiihation ;  from  the  left  stdc;  the  divertjc- 
uln  arise  tnin>  the  anicrior  intcHtinal  [wrtal. 

B.  U<tciniiin)C  of  the  fourth  <lay:  from  the  left  side. 

a.  i.  p.,  .\ntorior  intestinal  |>orlal.  D.  V.,  Indicates  position  of 
ductus  vpiiiiMU!).  g.  h..  (iail  l>ludiler.  1.  il.  <l.  (er.).,  Dorxal  or  cra- 
nial liver  <liverticuluni.  I.  d.  v.  (eau<i.),  Venlral  or  eniidal  liver 
divert iniluni.  pc.  il.,  Dorsal  pancrcaH.  X.,  Marks  the  dcprewion  in 
the  Riior  uf  the  iluoiieniini  frum  which  the  common  bile  duct  id 
formcil. 


(Esophagus  and  Stomach.  Immediately  behind  the  pharynx, 
at  the  -stafje  ()f  AG  s.  the  intestine  narn)WB  .suddenly  (primordium 
of  H'-iophaK"^)  ■'H"l  cutors  a  small,  spindle-shaped  enlargement, 
the  primordium  of  the  stomach  (Figs.  S7.  S8.  100). 

The  liver  arises  in  the  chiciv  as  two  diverticida  of  the  entoderm 
of  tbp  anterior  iiitei'tiiial  portal,  one  situated  inimpchately  alxive 
and  the  otlicr  Itclow  the  jmsterior  end  of  the  ductus  venosus.  or 
fork  of  the  omphalomesenteric  veins  (Fig.  10.3  A).     This  portion 
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of  the  anterior  intestinal  portal  becomes  incorporated  in  the 
floor  of  the  intestine  as  the  anterior  intestinal  portal  retreats 
backwards,  and  the  original  dorsal  liver  diverticulum  therefore 
becomes  anterior  or  cephalic  and  the  ventral  becomes  posterior 
or  caudal  (Fig.  103  B).  Before  this  transposition  occurs,  how- 
ever, the  diverticula  have  grown  forward  towards  the  sinus 
venosus  in  the  ventral  mesentery  of  the  stomach,  the  anterior 
diverticulum  above  and  the  posterior  diverticulum  below  the 
ductus  venosus.  The  stretch  of  entoderm  between  the  two  liver 
diverticula  thus  lies  in  the  angle  made  by  the  union  of  the  two 
omphalomesenteric  veins.  At  the  stage  of  26  somites,  the  anterior 
diverticulum  has  grown  forward  above  the  ductus  venosus 
to  the  level  of  the  Cuvierian  veins  and  is  large  and  flattened 
laterally.  The  posterior  diverticulum  is  barely  indicated  at  this 
time. 

The  anterior  diverti(mlum  was  originally  described  as  left  and  the 
posterior  as  right  (Goette,  1867),  and  this  descriinion  was  taken  up 
by  Foster  and  Balfour.  This  was  corrected  by  Felix  (1802).  Subse- 
quent writers  do  not  agree  exactly  as  to  the  time  or  precise  relations 
of  the  diverticula;  however,  it  is  generally  agreed  that  the  two  diver- 
ticula are  subdivisions  of  a  common  hepatic  furrow,  inasmuch  as  the 
entoderm  between  them  lies  below  the  level  of  the  entoderm  in  front 
and  behind  (Fig.  103  B).  Brouha  maintains  that  at  first  the  hepatic 
furrow  lies  in  front  of  the  anterior  intestinal  portal,  and  that  the  latter 
secondarily  moves  for^'ard  so  as  to  inchult*  the  hepatic  furrow,  which 
later  again  comes  into  the  floor  of  the  intestine  with  the  definitive  retreat 
of  the  anterior  intestinal  portal.  This  view  does  not  rest  on  very  secure 
evidence,  and  is  probably  based  on  intcqjretation  of  slight  individual 
variations  as  successive  stages  of  development .  Choronschitzky  places  ihv 
time  of  appearance  of  the  hepatic  diverticula  at  about  the  thirty-sixth 
hour.  It  is  probable,  however,  that  this  is  too  early.  I  have  found  the 
first  unmistakable  diverticulum  at  a  stage  of  22  somites,  a  slight  rudi- 
ment of  the  anterior  diverticulum  in  the  anterior  intestinal  portal. 

At  the  30  s  stage  the  anterior  or  doi-sal  diverticulum  has  ex- 
panded much  more,  mainly  to  the  left  of  the  middle  line,  as  though 
to  embrace  the  ductus  venosus,  and  the  fX)sterior  or  ventral 
diverticulum  has  an  even  greater  development  and  embraces 
the  right  side  of  the  ductus  venosus,  hut  it  does  not  extend  as 
far  forward  as  the  anterior  diverticulum.  Both  diverticula 
now  branch   rapidly  and  profusely,   forming  secondary  anasto- 
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moses  where  branches  meet,  so  that  a  complete  ring  of  anas* 
tomosing  columns  of  hepatic  cylinders  is  rapidly  formed  around 
the  center  of  the  tluetus  venosua 
(Figs.  103  B  and  104,  cf.  also  Figa. 
119  and  120).  But  the  anterior 
and  posterior  ends  of  the  ductus 
venoauH  are  not  yet  completely 
surrounded  by  the  basket-work  of 
liver  substance,  owing  to  the  ab- 
sence of  any  part  of  the  post«rior 
diverticulum  in  its  anterior  por- 
tion, and  of  the  anterior  divertic- 
ulum in  its  posterior  portion. 

The  floor  of  the  intestine  be- 
tween the  anterior  and  posterior 
liver  diverticula  is  depressed;  later 
it  l>ecomes  separated  from  the 
intestinal  cavity  to  form  a  tem- 
porary common  bile-duct;  which 
then  receives  the  two  primary  di- 
verticula (Figs.  103  B,  104  and 
IS7). 

The  pancreaa  arises  from  a  dor- 
sal ami  a  pair  of  ventral  primortlia. 
The  former  is  an  outgrowth  of 
the  dorsal  wall  of  the  intestine 
imme<liatcly  above  the  posterior 
liver  diverticulum  (Figs.  103  B 
and  104).  At  the  35  s  -stage  it  is 
a  solid  thickening  of  the  doreal 
wall  of  the  intestine  of  consider- 
able extent ;  n  little  later  the  base 
of  the  thickening  i-s  hollowed  out, 
and  the  free  margin  weml.s  off  a<»li(l 
buds  into   the  dorsal  mesentery 

just  l)chind  tlie  stomach.  The  ventral  primoniia  arise  from  the 
posterior  liver  diverticulum  in  a  manner  to  lie  described  later 
(Chap.  X). 

Hid-gut.     At  the  3.5  s  stage  the  mid-gut  is  still  o|X'n  to  the 
yolk-sac.     Its  suljsequent  history  is  given  in  Chapter  X. 


Fi(i.  104,  —  Reconstruction  of  the 
liver  of  the  chick  at  the  end  of 
the  fourth   day  of    incubation. 
(After  Hamniar.) 
du.,  Duodenum.     L.,  Substance 

sf    liver.     Other  abl>rcvialiona  as 
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Anal  Plate,  Hind-gut,  Post-anal  Gut,  and  Allantois.  At  about 
the  14  s  stage  a  thickening  of  the  ectoderm  in  the  middle  line 
just  behind  the  primitive  streak  extends  towards  the  entoderm 
which  is  folded  up  so  as  to  nearly  meet  it,  thus  cutting  off  the 
extra-embryonic  mesoblast  from  the  primitive  streak.  The  ecto- 
derm and  the  entoderm  then  come  into  contact  here,  and  form 
a  firm  union,  the  anal  plate  (Fig.  70),  which  is  subsequently 
perforated  to  form  the  anus.  At  first,  however,  the  anal  plate  lies 
entirely  behind  the  embryo,  and  the  post-anal  portion  of  the 
embryo  arises  from  the  thickened  remnant  of  the  primitive  streak 
(tail-bud)  which  grows  backwards  over  the  blastoderm  beyond 
the  anal  plate.  Even  before  this,  however,  the  hind-gut  begins 
to  be  formed  by  a  fold  of  the  splanchnopleure  directed  forwards 
beneath  the  tail-bud,  and  the  hind  end  of  the  tube  thus  formed 
ends  at  the  anal  plate  (Fig.  70).  The  entoderm  in  front  of  the 
anal  tube  is  fused  with  the  substance  of  the  tail-bud,  and  as  the 
latter  grows  backwards  beyond  the  anal  plate  it  carries  with  it 
a  pocket  of  the  hind-gut,  and  this  forms  the  post-anal  gut  (Fig. 
80). 

The  formation  of  the  tail  brings  the  anal  plate  on  to  the  ven- 
tral surface  of  the  embryo  at  the  junction  of  tail  and  trunk,  and 
the  post-anal  gut  then  appears  jus  a  broad  continuation  of  the 
hind-gut  extending  behind  the  anal  plate,  and  ending  in  the  tail 
at  the  hind  end  of  the  notochord  (Fig.  80).  The  further  elonga- 
tion of  the  tail  draws  out  the  ix)st-anal  gut  into  a  narrow  tul>e 
lying  beneath  the  notochord  in  the  substance  of  the  tail;  it 
then  gradually  disappears  and  leaves  no  trace. 

The  formation  of  the  hind-gut  takes  place  prior  to  the  for- 
mation of  the  embryonic  body-cavity  at  this  place.  It  thus 
happens  that  the  splanchnic  mesoderm,  forming  the  floor  of  the 
hind-gut,  is  directly  continuous  with  the  somatic  mesoderm. 
When  the  body-cavity  does  fXi  net  rate  this  region  it  is  without 
direct  lateral  coimections  with  the  extra-onibrvonic  bodv-cavitv, 
so  that  the  connection  of  the  splanchnic  and  somatic  mesoderm 
persists,  forming  the  ventral  tnfsvntcrjf  of  the  hind-gut  (Fig.  81). 
This  is  a  thick  mass  of  mesoblast  binding  the  liind-gut  to  the 
somatopleure.  The  hind-gut  is  deep  from  the  fii-st,  and  its  ven- 
tral division  soon  begins  to  extend  into  the  ventral  mesentery 
as  a  broad  evagination.  the  allantois  (see  p.  14.*^). 
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VI.  History  op  the  Mesoderm 
The  history  of  the  extra-embryouic  mesoderm  is  considered 
sufficiently  in  the  firat  part  of  this  chapter.  The  history  of  the 
embryonic  mesiidcrm  will  be  considered  under  the  following 
heads:  (1)  Somites,  (2)  Intermediate  Cell-mass,  (3)  Vascular 
System,  (4)  Lateral  Plate  and  Body-Cavity,  (5)  Mesoblast  of 
the  Head. 
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(1)  Somites.  The  rate  of  formation  of  the  somites  from  the 
segmental  plate  anil  their  niinilwr  at  different  times  is  given  in 
the  normal  table  of  embryos  (p.  68).  and  may  be  seen  in  various 


In  an  embiyo  of  42  somites  (about  nuiety-aix  hours),  the  value  of 
the  fioinit«s  as  determined  by  their  relations  and  subsequent  history 

is  as  follows; 

II  of  the  ocripital  rngion 

the  wing 
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-,  ilu-  iimxiriiuin  iiitnilxT  r(<c(inlc<l  lM<iii|; 
.  Xriniiiiltiifilii).  Ill  an  d(tJit-<l(iy  chick 
:i  iilxmt  4J,  iiirlmliii)E  the  fiiur  fiiru-d  with 
iv  fiimiiil  lust  arc-  uijaiii  hwt.    This  |H>iiit)i 


Molt' s..Miit.-»»r.-f..rn>c.|  Inter 
->J  Imc.-   Kcilx'l  anil  . 
the  nmiilicr  nf  simiitc 
llic  skull.     Thus  the  t 
towiinls  a.  long-tailnl 

Kiicli  souiito  is  <><)rii]xisi>tl  o(  an  epithcliiil  wall  of  lii^li.  folumiiar 
cpUs.  pn<'losin)r  a  •■ore  of  colb  that  nearly  KIIh  the  ciivity  (Kips. 
112,  ll.'i,  ptc).  Kniiii  each  somite  there  arise  three  [wrts  of 
funilatncntal  stKnificaiicc,  viz..  the  Hclcrotonie.  the  intisclc  plate, 
and  the  cutis  plutc  (tlernmtniiie).  the  priiiumliniii  of  the  axial 


a1>l>r. 


H-for 


thruiiKli  tile  (wt'nly-ninth    wiiiiilt-   of  ii 
Ncpli.,  \(>|>lini1iiii)p.     \\.  !>.,  Wollliun  dud.    i 


Hkclctiiii.  tile  viiluiitary  nuLidos  (excepting  those  of  the  head), 
iiiul  ilernia  res|>ectively.  The  niaiiner  of  origin  of  tlie.-ie  jrarts 
may  In'  stinliinl  fully  in  an  embryo  of  2ii  to  :UI  soniiti's,  hy  coni- 
parinc  the  ni<isi  i»f)sterior  soniiti-s,  in  which  the  process  in  liejtin- 
iiiiif;,  with  somites  nf  i lit ernioi Male  ami  anterior  [>ositions  in  the 
series,  which  show  successively  later  .-itaKcs. 

li}:s.  HI7,  IDS.  KHI.  :iml  110  rei>reseiit  transverse  sections 
through  ihc  twcnty-iiiiilli.  twenty-sixth,  twentieth,  ami  seven- 
teenth sinnilcs  .if  a  -'lis  einlnvo.     In  the  twentv-ninth  s.)niite 
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(Fig,  !07)  the  primitive  relations  of  the  parts  are  still  preserved. 
In  the  twenty-sixth  somite  (Fig.  108)  it  will  be  seen  that  the 
cells  of  the  core  iiml  of  the  ventral  and  median  wail  of  the  somite 
extending  from  the  nephrolome  to  about  the  center  of  the  neural 
tube  are  becoming  mesenchymal;  they  spread  out  towards  tlie 
notoehord  and  the  space  l;etween  the  latter  and  the  dorsal  aorta. 
These  cells  constitute  the  .sclerotome.  The  muscle  plate  extends 
from  the  dorsal  edge  of  the  sclerotome  to  the  (hirso-mociian  angle 
of  the  wall  of  the  somite,  and  the  dermatome  from  this  jwint 
to  the  nephrotome. 


Fill.   lOS.  —  Tninsverj*  .si'Ctbii  Ihnniirh  the  l«'cnly-sixtli  wmiilc   of   a   29s 
embryo,     (."'iime  embryo  as  Fig.  107.) 
Denii..  Dprnintoine.     My.,  Myotome.     ^Vlcr..  SoU'rotoinp.     \'.  c.  p.,  Pos- 
terior cnnliiiul  vein.    UtlitT  ahbrcviatitins  a*  Ix'rorc. 

Fig.  109  is  a  .section  through  the  twentieth  somite  of  the  .■^ame 
embryo.  The  sclerotome  is  entirely  mesonchymal,  and  its  cells 
are  e.xtcnding  Iwtween  the  notnch<ird  and  aorta,  and  alonft  the 
sides  of  the  neural  tulie.  The  miisde-plate  has  now  lient  over 
so  that  its  inner  surface  is  l)cing  applieii  UKuinst  the  dermatome. 
but  there  is  still  a  considerable  cavity  (myocfrle)  l)ctween  the 
two,  at  the  lateral  angle  of  the  dermo-my()t()niic  plate.  The 
lateral  eiige  of  the  (iermatomo  is  fiwd  fnim  the  nepiimtiniir.  and 
turns  in  tti  a  slight  extent.  Other  details  are  readily  undei-stood 
from  the  figuri'. 

The  growth  of  the  free  edge  of  the  nmscle-jJate  towaiils  the 
*-■«"  lateral  edge  of  the  dermatome  ccmtinucs  as  illiistnited  in 
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FiKH,  10!)  and  110,  until  complete  union  of  the  two  takes  place 
(Fig,  111)  and  there  is  established  a  complete  dermo-myotnmir 
plate  in  each  somite.  This  is  usually  known  as  the  myotome, 
which  therefore  includes  two  layers;  the  external  cutiK-|)late 
or  dermatome,  and  the  internal  muscle-plate.  With  the  eleva- 
tion of  the  axis  of  the  body,  the  myotome  gradually  assumes 
a  nearly  vertical  position. 


Fig.    nil.  ■— TninHvcnw  i«>ction  thnnif^h  the   Ri'vi>nt<H'nth   soiiiile   o 
einbryo.    (Sniiic  i-iiil>ryo  iw  FIe-  l(t7.) 
Am.  Vav.,  Amniotic  eavitv.     E.  E.  B.  C.  Extm-embryonic  iHKiy-cavily. 
fin.,  (•nTiAliiiii.     nipn'n.  V.,  Mp!>on(>|ihrii!  vt'nicli'.     S.-.Ani.,  Scro-amniotic  con- 
nection.    Otlii.T  nbbreviutiniiH  iik  b(>fi>rc. 

Other  detaihi  concerning  the  early  history  of  the  sclerotome 
are  given  in  Chapter  XIII,  and  it  rem.ains  to  add  here  only  a  short 
description  of  certain  changes  in  the  cells  of  the  myotome  (myo- 
blasts).  In  longitudinal  sections  the  polls  of  the  myotome  are 
seen  to  lid'ome  spindle-shaped  soon  after  the  folding  towards 
the  demiatoino  liegins.  The  nxiclci  of  the  myoblasts  are  large 
and  stain  less  deeply  than  those  of  adjoining  tissues.  They 
Iwcomc  elliptical  in  corresiiomlcnce  with  the  form  of  the  cell- 
bodies.  Each  myoblast  .loon  stretches  from  anterior  to  jios- 
terior  faces  of  the  .■ioniite.  and  this  represents  tlie  fii-st  stage  in 
the  differentiation  of  the  voluntary  iniisclos. 

In  later  stages  the  myotomes  .lend  outcniwtlis  into  the  iinib- 
luids  and  ventral  Ixidy-wall  for  the  formation  of  the  voluntarv 
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muscles  of  these  parts.  The  voluntary  muscles  of  the  head,  on 
the  other  hand  (excepting  the  hypoglossus  musculature),  arise 
in  front  of  the  somites;  the  mesoblast  from  which  they  arise  is, 
however,  part  of  the  original  paraxial  meroblast,  in  large  part 
at  least.  It  is  important  to  note  that  the  voluntary  muscles 
are  epithelial  in  origin.  The  involuntary,  or  smooth,  muscle 
fibers,  on  the  other  hand,  are  mesenchymal  in  origin. 

The  dermatome  remains  epithelial  in  all  the  somites  well 
into  the  third  day;  the  cells  then  begin  to  separate  and  form 
mesenchyme;  this  process  l)egins  at  the  anterior  somites  and 
proceeds  backwards.  The  mesenchyme  thus  formed  is  the 
foundation  of  the  derma. 

The  Intermediate  Cell-mass.  This  Ls  the  cord  of  cells  uniting 
somite  and  lateral  plate;  it  reaches  its  typical  development  only 
from  the  fifth  to  the  thirty-third  somites,  in  which  it  contributes 
to  the  development  of  the  excretory  system.  I^hind  the  cloaca, 
that  is  in  the  region  of  the  tail,  there  is  no  lateral  plate  and  no 
nephrotome. 

Origin  of  the  Excretory  System.  The  history  of  the  excretory 
system  in  Amniota  is  of  particular  interest,  l)ecause  it  shows  a 
succession  of  three  separate  organs  of  excretion  or  kidneys,  the 
first  of  which  is  a  mere  functionless  rudiment,  the  second  is  the 
principal  organ  of  excretion  during  embryonic  life  (at  least  in 
reptiles  and  birds),  and  the  third  finally  l)econies  substituted 
for  the  second,  which  degenerates  and  is  mostly  absorl)e(l; 
however,  partes  of  the  second  remain  and  contribute  to  the 
formation  of  the  organs  of  reproduction.  The  first,  known  as 
the  head  kidney  or  pronephros,  is  probably  homologous  to  the 
permanent  kidney  of  Amphioxus;  the  second  or  mesonephros, 
is  the  homologue,  in  part,  of  the  permanent  kidney  of  Anainnia, 
and  the  third  or  metanephros  is  the  permanent  kidney.  The 
secreting  parts  of  all  arise  from  the  intermediate  cell-mass,  though 
not  in  the  same  manner.  The  development  of  the  metanephros 
does  not  begin  until  the  fourth  day;  it  is  therefore  not  considered 
in  this  chapter. 

Pronephros  and  Wolffian  Duct.  The  pronephros  extends 
over  only  eleven  or  twelve  somites,  viz.,  from  the  fifth  to  the 
fifteenth  or  sixteenth  inclusive;  it  consists  originally  of  as  many 
parts  or  tubules  as  the  somites  concerned.  Each  tubule  arises 
as  a  thickening  of  the  somatic  layer  of  the  intermediate  cell- 
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masH,  which  grows  out  towards  the  ectoderm  in  the  form  of  a 
biinil,  solid  sproiit.  The  distal  end  of  each  turns  backwards 
and  unites  with  the  one  behind  so  as  to  form  a  continuous  cord 
of  cells,  which  is  thus  united  with  the  intermediate  cell-mass  in 
successive  somites  by  the  original  outgrowths.  This  cord  of 
cells  is  the  beginning  of  the  Wolffian  duct.  Behind  the  sixteenth 
somite,  the  latter  grows  freely  backwards  just  aljove  the  inter- 
mediate cell-mass  until  it  reaches  the  cloaca  with  which  it  unites 
about  the  31  s  stage. 


bchinil  A  to  sliow  liic  nephroatonie  of  the  same  pro- 


itcrior  ranlinnt  vei 
lo.  n,  Cr..  Niniml  rn'nt.  _^ 
I.  2,  PUtiil  anit  jiroxiiiiiil  <Iiv 


r.  <'.,  Conlral  canal.  Ms'ch.,  mesen- 
Npphrosioine.  n.  T.,  Neural  tube. 
I  of  tho  proiipphnc  tubule. 


The  primary  pronephric  tubules  are  originally  attached  to 
the  nephrotonie  opposite  the  posterior  portion  of  the  somite, 
altout  half-way  lietweeii  the  somite  and  the  lateral  plate  (Figs. 
1I'2  and  113).  The  part  of  the  nephrotome  between  the  attach- 
ment of  the  primary  tubule  and  the  lateral  plate  is  continuous 
with  the  primary  tubule  and  forms  a  supplementary  part  of  the 
cnniplctc  pnmcphrir  tubule:  the  remainder  of  the  nephn)tome 
then  l>ecomps  convertc<l  into  me.ienchyme  and  the  connection 
with  the  somites  is  lost  (Figs.  112  and  113).  Thus  each  pt«- 
nephric  tubule  forms  a  connection  between  the  Wolffian  duet 
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and  the  angle  of  the  body-cavity;  it  consists  of  two  parts,  viz., 
the  primary  tubule  and  the  supplementary  part.  It  never  pos- 
sesses a  continuous  lumen,  though  there  is  often  a  cavity  in  the 
supplementary  part,  which  opens  into  the  body-cavity  through 
the  nephrostome  (Fig,  112  B), 

The  pronephros  of  the  chick  is  a  purely  vestigial  organ,  of 
no  apparent  functional  significance.  Its  development  is  accord- 
ingly highly  variable,  and  it  often  happens  that  the  right  and 
left  sides  of  the  same  embryo  do  not  correspond.  It  is  also  of 
very  short  duration  and  is  usually  completely  lost  on  the  fourth 
day.    The  tubules  in  the  fifth  to  the  tenth  somites,  moreover, 


Fia.  113,  —  Transverse  section  througb  the  fifteenth  somite  of  the  same 

pr'n,  (14),  (15),  Pronephric  tubules  of  the  fourleenth  and  fifteenth  somites, 
reapectively. 

hardly  pass  the  first  stage  when  they  appear  as  thickenings  of  the 
somatic  layer  of  the  somitic  stalk;  thus  the  Wolffian  duct  does 
not  extend  into  this  region,  and  the  best  developed  pronephric 
tubules  are  confined  to  the  tenth  to  the  fifteenth  somites. 

The  pronephric  tubules  do  not  form  Malpighian  corpuscles; 
but  glomeruli  develop  as  cellidar  buils  at  the  peritoneal  orifices 
of  the  posterior  tubules,  projecting  into  the  ciclome  near  the 
mesentery.  Curiously  cnoiigh  these  do  not  form  at  the  time  of 
groate.st  development  of  the  tubules,  but  subsequently  to  this 
when  the  tubules  themselves  are  in  process  of  dcpeneratiou. 
Moreo\-er.  they  are  extremely  variable  as  to  number,  and  decree 
of  development.  They  appear  to  be  l>est  tieveloped  on  the  third 
and  fourth  days.  They  agree  in  many  resjjects  with  the  so-called 
external  glomendi  of  the  pronephros  of  Ananiiiia,  and  should  lie 
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homologized  with  these.  On  the  other  hand,  they  appear  at  the 
same  time  as  the  first  glomeruli  of  the  mesonephros  (q.  v.)  and 
possess,  by  way  of  the  intermediate  tubules,  undeniable  resem- 
blance to  the  latter. 

At  the  stage  of  10  somites  the  pronephros  is  represented  by  a  series 
of  thickenings  of  the  somatic  layer  of  the  intermediate  oell-ma«6  extend- 
ing from  the  fifth  somite  backward  to  the  segmental  plate.  In  an  embryo 
of  13  somites  the  connection  between  the  somite  and  nephrotome  is  lost, 
and  the  pronephric  tubules  from  the  ninth  to  the  thirteenth  somites 
have  united  to  form  the  beginning  of  the  Wolffian  duct. 

In  an  embryo  of  16  somites  a  single  pronephric  tubule  was  found 
at  the  level  of  the  hind  end  of  the  fifth  somite,  and  was  very  distinct 
on  one  side  but  hardly  discernible  on  the  other.  Its  posterior  continua- 
tion was  soon  lost,  and  the  next  distinct  tubules  were  between  the  ninth 
and  tenth  somites;  from  here  back  there  was  a  tubule  opposite  the  hind 
end  of  each  somite  to  the  fifteenth,  which  was  the  last,  and  the  duct  was 
continuous. 

In  an  embryo  of  21  somites,  one  finds  only  isolated  remnants  of  the 
pronephros  in  front  of  the  eleventh  somite;  from  here  to  the  fifteenth 
the  tubules  are  well  developed  and  retain  their  connection  both  with 
the  W^olffian  duct  and  the  lateral  plate.  The  Wolffian  duct  extends 
back  of  this  place  to  the  region  of  the  posterior  half  of  the  segmental 
plate. 

At  the  35  s  stage  the  pronephric  tubules  are  much  degenerated, 
but  the  nephrostomes  usually  remain.  In  one  embryo  there  was  found  a 
well-developed  pronephric  tubule  on  each  side  in  the  thirteenth  somite. 
That  of  the  left  side  had  a  wide  nephrostome,  the  lumen  of  which  stopped 
short  of  the  tubul  ;  the  nephrostome  of  the  right  side  was  rudimentary. 
On  the  right  side  the  Wolffian  duct  extended  no  farther  forward,  but 
on  the  left  side  it  was  continued  to  the  eleventh  somite,  and  rudimentary 
pronephric  strands  uniting  it  to  the  coelomic  epithelium  existed  in  both 
eleventh  and  twelfth  somites.  Here  the  W^olffian  duct  stopped.  But 
isolated  pronephric  rudiments  and  minute  nephrostomes  were  found  on 
both  sides  as  far  forward  as  the  tenth  somite. 

The  Wolffian  Duct.  The  Wolffian  duct  consists  according  to 
the  foregoing  account  of  two  parts,  (1)  an  anterior  division  formed 
by  the  union  of  the  pronephric  tubules,  and  (2)  a  posterior  divi- 
sion that  arises  as  an  outgrowth  of  the  anterior  part.  The  latter 
grows  backward  above  the  intermediate  cell-mass  as  a  solid 
cord  (Fig.  107),  apparently  by  active  multiplication  of  its  own 
cells,   without    participation    of    the    neighboring    mesoderm  or 
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ectoderm,  until  it  reaches  the  level  of  the  cloaca  at  about  the 
sixtieth  hour  (30-31  s).  It  acquires  a  narrow  lumen  anteriorly 
at  about  the  25  s  stage;  but  the  remainder  is  solid.  At  about 
the  sixtieth  hour  the  ends  of  the  ducts  fuse  with  broad  lateral 
diverticula  of  the  cloaca,  and  the  lumen  extends  backwards 
until  the  duct  becomes  viable  all  the  way  into  the  cloaca  (at 
about  seventy-two  hours,  35  s  stage). 

The  Mesonephros  or  Wolffian  Body.  The  mesonephros  de- 
velops from  the  substance  of  the  intermediate  cell-mass  between 
the  thirteenth  or  fourteenth  somites  and  the  thirtieth  somite. 
There  are  slight  local  differences  in  the  relations  of  the  tubules 
in  front  and  those  behind  the  nineteenth  and  twentieth  somites, 
but  in  general  the  tubules  may  be  stated  to  arise  as  epithelial 
vesicles  derived  from  the  intermediate  cell-mass,  which  become 
transformed  into  tubules,  one  end  of  which  unites  with  the  Wolffian 
duct  and  the  other  forms  a  Malpighian  corpuscle  in  the  manner 
described  below.  It  will  be  seen  that  the  anterior  mesonephric 
tubules  which  are  relatively  nidimentary  and  of  brief  duration 
overlap  the  posterior  prone phric  tubules;  they  may  possess  neph- 
rostomes,  whereas  the  typical  mesonephric  tubules  formed  behind 
them,  which  constitute  the  main  bulk  of  the  mesonephros,  never 
possess  peritoneal  connections. 

An  embryo  with  29-30  somites  is  in  a  good  stage  for  consid- 
ering the  early  development  of  the  mesonephric  tubules.  If 
one  examines  a  section  a  short  distance  behind  the  last  somite, 
one  finds  that  the  intermediate  cell-mass  is  a  narrow  neck  of 
cells  uniting  the  segmental  plate  and  the  lateral  plate,  and  that 
the  cells  composing  it  are  arranged  moi*e  or  less  definitely  in  a 
dorsal  and  ventral  layer,  though  some  occur  l)etween.  The 
primordium  of  the  Wolffian  duct  occurs  in  the  angle  between 
the  somatic  mesoblast  and  the  intermediate  cell-mass,  and  the 
aorta  lies  in  the  corresponding  angle  of  the  splanchnic  mesol)last. 
In  the  last  somite  (Fig.  107)  one  finds  two  imjx^rtant  changes: 
(1)  the  intermediate  cell-mass  is  much  broader  owing  to  multi- 
plication of  its  cells,  and  as  a  consequence  the  two-layered  arrange- 
ment is  lost;  (2)  whereas  the  cells  of  the  intermediate  cell-mass 
in  the  region  of  the  segmental  plate  could  not  be  delimited  accu- 
rately from  either  the  segmental  or  lateral  plate,  it  is  now  easy 
in  most  sections  to  mark  its  boundarv  on  both  sides.  It  now 
constitutes,  therefore^  a  rather  well-defined  hut  unorganized  mass 
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of  cells  between  the  somite  and  lateral  plate,  aorta  and  Wolffian 
duct;  the  posterior  cardinal  vein  appears  above  the  Wolffian  duct. 

The  next  change,  found  to  begin  in  about  the  twenty-sixth 
somite,  is  a  condensation  of  a  portion  of  the  cell-mass  lying 
median  to  and  below  the  Wolffian  duct  (Fig.  108),  rendered  evi- 
dent by  the  deeper  stain  in  thLs  region;  the  condensed  portion 
of  the  original  intermediate  cell-mass  is  not,  however,  sharply 
separated  from  the  remainder,  but  shades  gradually  into  it  both 
dorsally  and  ventrally,  so  that  it  can  be  seen  to  represent 
approximately  the  central  part  of  the  original  middle  plate.  In 
view  of  its  prospective  function  it  may  be  called  the  nephrogenous 
tissue.  Following  it  yet  farther  forward  one  finds  that  it  is  a 
continuous  cord  of  cells  with  alternating  denser  and  less  dense 
portions,  until  in  the  twentieth  somite  (Fig.  109),  the  denser 
portions  l)ecome  discrete  balls  of  radially  arranged  cells.  In 
the  eighteenth  and  seventeenth  somites  (Fig.  110)  these  become 
small  thick-walled  vesicles,  which  are  situated  median  and  ventral 
to  the  duct.  Each  vesicle  is  the  primordium  of  a  complete 
mesonephric  tubule.  Farther  developed  tubules  are  found  in  the 
fifteenth  and  sixteenth  somites,  and  it  is  probable  that  the 
nephrogenous  tissue  forms  mesonephric  tubules  in  the  four- 
teenth, thirteenth,  and  perha})s  yet  more  anterior  segments. 

The  formation  of  the  tubules  proper  from  the  vesicles  may 
l)e  studied  satisfactorily  in  a  35  s  embryo  (seventy-two  hours). 
In  the  twenty-third  somite  of  such  an  embryo  the  nephrogenous 
tissue  and  the  niuscent  tubules  lie  lateral  to  the  Wolffian  duct 
and  l)elow  the  median  margin  of  the  cardinal  vein  (Fig.  111). 
The  Wolffian  duct  is  triangular  in  cross-section  with  its  longest 
and  thinnest  side  next  the  coelome.  The  most  advanced  vesicle 
in  this  region  {possesses  a  hollow  sprout  extending  laterally  to  the 
Wolffian  duct  with  which  it  is  in  close  contact;  this  is  the  pri- 
mordium of  the  tubular  part  of  the  mesonephric  tubule  (cf.  Fig. 
114  A  and  B).  In  more  anterior  somites  it  is  found  that  such 
sprouts  have  fust^l  with  the  wall  of  the  duct  in  such  a  manner  that 
the  lumen  of  the  tubule  now  communicates  with  that  of  the  duct. 

Simultaneously  the  median  portion  of  the  original  vesicle 
has  l>een  transformed  into  a  small  Malpighian  corpuscle  in  the 
following  manner:  it  has  first  l)ecome  flattened  so  that  the  lumen 
is  reduced  to  a  narrow  slit ;  then  this  double-layered  disc  l^ecomes 
concave  with  the  shallow  cavity  dii-ected  posteriorly  and  dorsally; 
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at  the  same  time  the  convex  wall  becomes  thin,  and  the  concave 
thick.  The  entire  tubule  thus  becomes  S-shaped,  Figs.  114  A, 
B,  C,  D  illustrate  the  corresponding  processes  in  the  duck,  which 
are  similar  in  all  essential  respects  to  the  chick. 


FlO.  IN.  —  From  a  transverse  series  through  a  duck  embryo  of  A5  s,  to 
show  the  formation  of  the  mesonephric  tubules.  (After  Schreiner.) 
Fig.  218  shows  the  position  of  the  sections  A,  B,  and  C. 

V.  e.  p.,  Posterior  cardinal  vein.     W.  D,,  Wolffian  duct. 

A.  and  B.  represent  tubules  of  the  twenly-nioth  segment. 

('.  of  the  twenty-seven  I  h  segment. 

D.  of  the  twenty-fourth  segment. 

In  the  chick  embrjo  of  35  somites  the  only  differentiated 
tubules  are  in  front  of  the  twentieth  somite,  a  region  of  the 
niesonephros  that  never  develops  far.  and  such  tubules  do  not 
appear  ever  to  become  fimctional.  In  the  region  of  the  subse- 
quent functional  mesonephros  (twentieth  to  thirtieth  somites)  the 
development  has  not  progres.sed  beyond  the  stage  of  the  vesicles 
showing  the  first  indications  of  budding. 
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The  main  part  of  the  mesonephros  is  thus  between  the  twen- 
tieth and  thirtieth  somites.  In  the  anterior  half  of  this  region 
three  or  four  rudiments  of  tubules  are  formed  in  each  somite  by 
the  seventy-second  hour.  Subsequently  five  or  six  tubules  are 
formed  in  each  segment  between  the  twentieth  and  thirtieth. 
Tubules  are  formed  first  from  the  ventral  portions  of  the  neph- 
rogenous tissue  (see  Fig.  Ill);  those  formed  later  arise  from 
the  unused  ix)rtions.  There  is  no  evidence  that  they  ever  arise 
in  any  other  way.  The  tubules  may  thus  be  divided  according 
to  the  time  of  origin  into  primary,  secondary,  tertiary,  etc.,  sets, 
but  there  is  no  morphological  or  functional  distinction  between 
the  successive  sets.     (See  Chap.  XII.) 

The  collection  of  tubules  causes  a  projection  or  fold  on  each 
side  of  the  mesentery  into  the  body-cavity,  known  as  the  Wolffian 
body,  the  detailed  history  of  which  is  given  in  Chapter  XII. 

In  conclusion  it  should  he  noted  that  the  moat  anterior  tubules 
of  the  Wolffian  body  possess  peritoneal  funnels  like  the  pronephric 
tubules.  Thus  in  an  embryo  of  30  somites  I  have  noticed  open  perito- 
neal funnels  in  the  eighth,  ninth,  twelfth,  thirteenth,  fourteenth,  fifteenth, 
sixteenth,  and  seventeenth  somites.  It  seems  quite  certain  that  the 
last  of  these  belong  to  the  mesonephros,  though  the  most  anterior  are 
undoubtedly  pronephric  rudiments.  In  the  eighteenth,  nineteenth, 
twentieth,  and  twenty-first  somites,  small  depressions  of  the  peritoneum 
were  noticed  oppasite  tubules,  but  not  communicating  with  them. 

The  Vascular  System.  Soon  after  the  thirty-third  hour  the 
heart  l>egins  to  twitch  at  irregular  intervals,  and  by  the  forty- 
fourth  hour  its  beatings  have  become  regular  and  continue  unin- 
terruptedly. The  contraction  proceeds  in  the  form  of  a  rapid 
peristaltic  wave  from  the  posterior  to  the  anterior  end  of  the 
cardiac  tul)e,  and  the  VJood,  already  present,  is  forced  out  in 
front.  Through  the  aortic  arches  it  reaches  the  dorsal  aorta 
which  distributes  part  to  the  body  of  the  embrj'o,  but  most  of 
the  blood  enters  the  viuseular  network  of  the  volk-sac.  It  is 
returned  to  the  heart  by  various  veins  in  the  yolk-sac  and  em- 
bryo, and  recommences  the  circuit. 

The  development  of  the  vascular  system  will  be  more  readily 
understood  if  we  preface  the  account  with  a  brief  description  of 
the  anatomy  of  the  system  early  in  the  fourth  day  (Fig.  115, 
cf.  also  Fi^rs.  135  and  136). 

The  heart  consists  of  four  chaml)ers,  viz.,  the  sinus  venosus, 
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the  atrium,  the  ventricular  loop,  and  the  bulbus  arteriosus  (Fig. 
116). 

The  tnincus  arteriosus  lies  in  the  floor  of  the  pharynx  and 
gives  off  the  following  vessels:  (1)  a  short  branch,  the  external 
carotid,  extending  into  the  mandibular  arch;  (2)  complete  arches 
in  the  second,  third,  and  fourth  visceral  arches  which  join  the 


Fio.  No,  —  The  circiiluiion  in  the  embryo  anfl  yolk-sac  l^twcpu  ilie  eighiieih 
and  ninetietli  hours  of  incubation,  drawn  from  a  photopraph  by  A.  H.  Cole. 
The  arteries  an  represented  in  soliil  hiark;  the  veins  in  netitral  tint.     A 
fold  of  the  j-olk-sac  covers  tlie  fore  part  of  the  head. 
a.  a.  2,  3,  4,  Seeond,  third,  and  fourth  aoHic  arrhes.     Ao.,  Aorta. 
Atriiin).     B.  a.,   Bnlbus  arteriosus.     Car.  ext..  External  carotiil.     <'iir. 
Internal  curotlil.     D.  C.  Duct  of  Cuvier.     D,  V,,  Duetus  venosiis.     J.,  Jujru- 
lar  vein   (anterior  eanlinnl).     1.  a,   V.,  Left  anterior  vitelline  vein.     p. 
Posterior  vitelline  vein.     S.  V..  Sinus  venosiis,     V,  e.  p.,  Posterior  cardi 
vein.     Ven.,  Ventriele.     V.  O.  SI.  L.,  Left  omphalomesenteric  vein. 
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dorsal  aorta;  these  are  known  as  the  second,  third,  and  fourth 
aortic  arches;  the  third  arch  is  the  largest. 

The  original  mandibular  aortic  arches  unite  with  the  anterior  ends 
of  the  dorsal  aorto",  forming  a  loop  on  each  side  at  the  base  of  the  fore- 
brain  (Fig.  93),  and  they  have,  therefore,  a  difTerent  relation  from  the 
other  aortic  arches;  it  seems  probable  also  that  they  have  a  difTerent 
morphological  value.  The  ventral  limb  of  this  loop  disappears  in  its 
pre-oral  part  after  this  stage  and  a  new  vessel  is  formed  entirely  within 
the  mandibular  arch,  bearing  the  same  relation  to  the  visceral  arch  as 
the  oiher  aortic  arches.  At  the  stage  of  35  somites  it  is  a  complete  arch,  in 
some  embryos  at  least  (Fig.  117),  though  of  very  small  caliber  and  very 
transitor>',  possibly  sporadic,  in  it«  occurrence.  It  is  possible  that  this 
is  the  true  mandibular  arch,  and  the  pre-oral  portion  of  the  original 
mandibular  arch  should  have  another  interpretation.  Kastschenko 
suggests  that  it  may  have  been  related  to  lost  pre-mandibular  gill- 
clefts. 

The  roots  of  the  dorsal  aorta  above  the  pharynx  receive  the 
aortic  arches  and  are  continued  forward  as  the  internal  carotid 
arteries,  branching  in  the  fore  part  of  the  head.  Posteriorly  the 
right  and  left  aortic  roots  unite  just  behind  the  fourth  visceral 
pouch  to  form  the  dorsal  aorta,  and  this  continues  as  an  undi- 
vided vessel  to  about  the  level  of  the  twenty-second  somite, 
where  it  divides  into  right  and  left  dorsal  aortae,  and  at  the 
same  time  semis  out  a  large  omphalomesenteric  artery  into  the 
yolk-sac  on  each  side,  and  these  branch  as  shown  in  Figure  115  into 
the  capillary  network  of  the  yolk-sac.  The  dorsal  aortae,  now 
much  diminished  in  size,  continue  back  into  the  tail  where  they 
are  known  jis  the  caudal  arteries.  The  dorsal  aorta  also  sends  off 
a  pair  of  segmental  arteries  into  each  intersomitic  septum,  and  a 
pair  of  small  allantoic  arteries  into  the  primordium  of  the  allantois. 

The  veins  enter  the  heart  through  three  main  trunks:  (1)  the 
ductus  venosus,  (2  and  3)  the  paired  ducts  of  Cuvier.  These 
are  made  up  a.s  follows:  (1)  the  ductus  venosus  is  formed  at  the 
level  of  the  ix)sterior  liver  diverticulum  by  the  right  and  left 
omphalomesenteric  veins,  which  arise  in  the  yolk-sac  by  union 
of  the  capillaries  of  the  vascular  area;  the  right  vitelline  vein 
also  receives  two  veins  coming  directly  fn)m  the  anterior  and 
posterior  ends  res})ectively  of  the  sinus  terminalis,  the  anterior 
of  these  is  frequently  partly  double  owing  to  its  mode  of  origin. 
(See  Ixjyond,  Chap.  \'II.)     The  vascular  area  in  the  yolk-sac  thus 
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appears  strikingly  bilateral  at  this  time.  (2  and  3)  The  ducts  of 
Cuvier  are  made  up  by  the  union  of  all  the  somatic  veins.  Each 
is  formed  primarily  by  the  union  of  the  anterior  and  posterior 
cardinal  veins.  The  anterior  cardinal  \'ein  receives  all  the  blood 
of  the  head,  and  thus  includes  the  first  three  segmental  veins. 
It  also  receives  at  its  point  of  junction  with  the  posterior  cardinal 
vein  a  branch  from  the  floor  of  the  pharynx,  the  external  jugular 
vein.  The  posterior  cardinal  \-ein  receives  (1)  all  the  segmental 
veins  of  the  trunk,  of  which  there  are  twenty-nine  pairs,  running 
in  the  intereomitic  septa  between  the  fourth  and  thirty-third 
somites,  and  the  veins  of  the  Wolffian  body  of  which  there  are 
several  to  each  somite  concerned,  as  described  in  the  account 
of  that  organ. 

The  development  of  the  vascular  system  up  to  the  stage  just 
described  will  now  be  taken  up. 

Development  of  the  Heart,  (a)  Changes  in  the  External  Form, 
In  the  last  chapter  we  traced  the  origin  of  the  heart  up  to  the 
time  when  it  is  a  practically  straight,  undivided,  somewhat 
spindle-shaped  tube  lying  below  the  floor  of  the  pharj-nx,  to  which 
it  is  attached  by  its  dorsal  mesentery  (mesocardium).  Posteriorly 
its  cavity  divides  into  the  omphalomesenteric  veins  which  run 
in  the  nide-walls  of  the  anterior  intestinal  portal.  The  heart  is 
lengthened  backwards  by  the  concrescence  of  the  omphalo- 
mewenteric  veins  and  the  most  posterior  division  of  the  heart 
(the  HimiH  voiiohils)  is  established  in  this  way  between  the  stages 
of  12  and  IS  soniites;  it  is  marked  by  a  broad  fusion  with  the 
HO!natoj)leurc  (mesocardia  lateralia)  through  which  the  ducts  of 
(■uvier  enter  the  heart. 

At  the  Mufgy  of  sixtoon  somit<»s  the  duct  of  Cuvier  lies  opposite 
the  hiiid  end  of  the  seroiid  somite  on  the  right  side,  and  a  little  farther 
back  on  the  left  side;  and  the  somato-cardiac  fusion  {mesocardium 
latrralr)  in  which  it  lies  is  of  the  width  of  about  one  and  a  half  somites. 
On  the  rifjht  side  the  duet  of  Cuvier  lies  a  little  in  front  of,  and  on  the 
left  sidt*  a  little  l)ehind,  the  point  of  union  of  the  omphalomesenteric 
veins;  thus  the  posterior  end  of  the  heart  is  not  fully  formed  at  the 
Htam»  of  10  s,  but  is  at  the  stajcc^  of  ISs.  The  subseciuent  fusion  of  the 
oinphalomesenterie  veins  produces  the  so-called  ductus  venosus,  or 
main  splanchnic  vein,  whieh  is  therefore  a  posterior  continuation  of  the 
ninus  vcikksus. 

The  cardiac  tulx*  pro|x*r  lies  between  the  origin  of  the  aortic 
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arches  at  the  anterior  end  and  a  point  little  behind  the  entrance 
of  the  dupts  of  Cuvier  into  the  heart  at  the  posterior  end. 

Two  main  changes  characteriw  the  development  of  the  heart 
in  the  period  under  consideration:  (1)  folding  of  the  cardiac  tube 
and  (2)  differentiation  of  its  walls  in  successive  regions  to  form 
the  four  primary  chambers  of  the  heart,  ^iz.  (from  behind  for- 
wards), the  sinus  venosus,  the  auricular  difision  (atrium),  the 
ventricular  division  and  the  bulbun  arleriosus. 

The  folding  of  the  heart  is  caused  by  the  rapid  growth  between 
its  anterior  and  posterior  fixed  ends,  and  the  places  of  folding 
are  determined  largely  by  differences  in  the  structure  of  the  walla 
at  various  places.  The  folding  begins  by  a.  curvature  to  the 
right,  and  this  proceei^ls  until  the  tube  has  an  approximately 
semicircular  curvature  (Fig.  72).  At  a  certain  place  in  the 
curved  tube  a  very  pronoimced  posterior  projection  takes  place 
(Fig9.  73  and  74),  and  at  the  same  time  this  bent  portion  turns 
ventrally;  the  apex  of  the  bend  represents  the  future  apex  of  the 
ventricles.  The  continuation  of  these  two  directioas  of  folding 
then  brings  the  ventricular  division  of  the  heart  immediately 
beneath  the  sinu-auricular  division  which  is  attached  dorsally 
by  the  somatr)-cartIiac  connections;  furt.her  continuation  brings 
the  apex  of  the  heart  a  little  t>ehind  the  auricular  portion  (Figs. 
85,  87.  88.  9.^.  99).  During  all  this  period  the  distance  between 
the  two  fixed  ends  has  remained  practically  constant. 

During  the  process  of  folding,  constrictions  have  arisen 
between  successive  portions  of  the  cardiac  tube,  owing  to  expan- 
sion of  intervening  portions,  and  thus  at  the  stage  of  seventy-two 
houis  the  heart  shows  the  following  divisions  and  form.  From 
the  dorsal  surface  {in  a  dissection,  Fig.  1 16)  one  sees  (1)  the  sinus 
venoaus,  broad  behind  and  narrow  in  front  where  it  joins  the 
auricular  division;  it  receives  three  veins:  (a)  the  large  ductus 
venosus.  appearing  as  a  direct  posterior  continuation  of  the  sinus, 
and  separated  from  it  by  only  a  slight  constriction;  and  (fc  and  c) 
the  right  and  left  ducts  of  CuNier  entering  the  sinus  laterally 
and  dorsally  near  its  enlarged  posterior  end;  (2)  the  sinus  enters 
the  atrium  through  the  dorsal  wall;  the  atrium  shows  two  lateral 
expansions,  the  future  auricles,  of  which  the  left  is  much  the 
more  expanded  at  this  time;  the  sinus  ap|»ears  partly  sunk  in 
the  right  auricle.  (3)  Only  the  right  limb  of  the  ventricular 
loop  is  visible  from  the  dorsal  surface  at  this  time,  and  is  separated 


1 


■>Sfl 


thf:  df:vf:li>pment  "F  the  chick 


1 

tta            i 

( 

!yj '^'^ 

1 

¥ 

irfttTi  ''4.  th^  hiiih';.-  ar*erl«".»-T>  r.y  n  'iiizh:  «*i'n>rrj'Ti«in.  The 
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ant^riortv  ro  the  mi«i'ile  line  ir.-i  theri  r-^n-L-^  ':d  'f  enter  the  ti«.ur 
of  fh*i  pharynx. 

P'rorn  rh^  vf-ntrr*!  -[•if'  one  -ees  the  bmW'i  venrri»M:iar  division 

r-ehin<.i.  in  whi'^h  we  iJi<tini£ui.sh 
righr  an.l  left  linirx-.  the  farmer 
•  ■f  whi'.-h  enters  the  hull>us  in 
fri'nt.an'l  the  hitter  the  auricles. 
These  two  limbs  represent  ap- 
proximately the  future  riffht 
an«l  left  ventricles  iFia:.  IDS, 
Chap.  XII'. 

In  an  <.r«linary  entire  mount 
nf  this  stage  the  heart  is  seen 
from  the  ri^ht  si<Ie.  and  the  dls- 
IK)sition  of  the  parts  may  Ix; 
readilv  understood  hv  reference 
to  Fig.  117,  and  the  preceding 
description. 

Another  change  that  should 
l>e  noted  here  is  the  disapi^ar- 
ance  of  the  mesocardium  iluring 
the  folding  of  the  cardiac  tul)e, 
except  in  the  region  of  the 
sinus  venosus  where  it  remains 
j)ermanently  and  becomes  much 
liroiidrned  (S4'vcnty-1  wo  houi-s). 

ih)  Chnnffrs  in  the  IntniKil  Stnicturr  of  the  Heart.  We  have 
nln-ndv  seen  that  the  heart  consists  of  two  primarv  lavei*s,  viz., 
the  endocardium,  which  is  endothelial  in  nature,  and  the  mvo- 
cnrdiuin.  which  is  derived  from  the  splanchnic  mcsoblast.  The 
distinction  in^twciMi  (he  sinu-auricular  and  the  bulbo-ventricular 
ilivisions  of  tlie  he:irt  is  in(hcat((l  internallv  at  about  the  time 
the  lirst  external  c^vidence  is  seen,  bv  the  fact  that  the  endocar- 
dium  is  moll*  «'los(»ly  apph«'d  lo  the  myocardium  in  the  former 
than  in  tlu»  latt<M-  division.  In  the  siinis  and  atrium  but  little 
change  takers  place  in  the  |HMitMl  under  <Muisideration.  In  the 
ventricl(\  on  tlu*  o\\\vv  hautl.  and  tsjH'cially  in  the  right  limb, 
lh«»    wide    sp.MCf*    luiginally    c»\isting    between    eutlot-aniium    and 


I'fo.   I  Hi  .       Heart  of  i\  rliirk  ciiihryo 

of  72  hoiirM,  fii.-'>4«'f'tf«i  fMil  ami  dniwii 

from  \\\t'  ilorxjil  surfnrf. 

Aiir.  I.,  I#«'ft  niirirlc.  Aiir.  r,,  Hijrht 
iHirif'Ir.  h.  a.,  hiilbiis  arteriosus. 
h.  ('.  r.  I.,  \{\v.\\\  and  left  (liict.K  of 
TiivM-r.  h.  v.,  DiictUM  v«'iif)siis.  S.  V., 
SiiiiiM  vcriomis.  'I'r.  a.,  'rriiiwiis  ;irt«"- 
rioMiiM.     V.  r.,  UIkIiI  liinh  of  v<Mitri<'h'. 
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myocardium  becomes  more  or  leas  filled  by  multiplication  of 
the  endocanlial  cells.  On  the  side  of  the  myocardium  there  is 
first  a  thickening,  and  then  anastomosing  processes  are  sent  out 
towards  the  endocardium.  Cavities  also  arise  within  the  thick- 
ened myocardium  and  all  communicate.  The  endocardial  cells 
then  form  a  covering  to  all  myocardial  processes  and  cavities, 
and  the  cavities  thus  lined  communicate  with  the  main  endo- 
cardial cavity.  Thus  the  wall  of  the  ventricles  becomes  spongy 
and  all  the  cavities  in  it  are  lined  by  a  layer  of  endocardium 
and  communicate  with  the  endocardial  cavity.  In  the  bulbus 
finally  there  is  a  great  thickening  of  the  endocardium  produced 
by  multiplication  of  its  cells,  but  no  corresponding  change  in 
the  myocardium;  thus  the  bulbus  at  seventy-two  hours  shows 
a  thin  myocaniial  and  a  thick  endocardial  wall.  The  later 
development  w  described  in  Chapter  XII. 

The  Arterial  System.  The  description  of  the  development  of 
the  arterial  system  proceetls  frrtm  the  stage  of  12  somites  described 
in  the  la.st  chapter. 

Tlie  following  should  be  added  to  the  account  there  given.  At  this 
stage  Kastschciiko  finds  three  pairs  of  small  arterial  vessels  in  fnirit  of 
ihe  first  visi-erai  pouch  running  from  the  dorsai  towards  the  ventral 
Borra,  which,  howp\er,  they  do  not  meet.  At  about  forty-six  hours 
the  first  two  of  these  have  disappeared.  The  third,  however,  has  become 
alinosl  ae  large  as  the  hyoid  aortic  arch.  Kastscheiiko  thinks  it  prob- 
able that  this  is  the  true  mandibular  arch.  Though  he  did  not  find  it 
in  connection  with  the  ventral  aorta,  he  thinks  it  may  form  such  a  union 
of  short  duration.  I  have  actually  found  such  a  vesae!  joining  the  man- 
dibular arch  to  the  dorsal  aorta  iit  an  embryo  of  35  somites.  On  the 
other  hand,  what  we  have  previously  called  the  mandibular  an-h  niay 
be  the  true  one  displaced  in  the  course  of  jjhylogeny. 

The  Aortic  Arches.  An  arch  of  the  aorta  Is  formed  in  each  vis- 
ceral arch;  they  ariife  successively  as  buds  from  the  roots  of  the  dor- 
sal aorta  in  the  order  and  time  of  formation  of  the  vLsceral  arches. 
Thus  the  first  or  mandibular  aortic  arch  is  formed  at  the  stage  of 
9-10  somites ;  the  second  or  hyoi<l  aortic  arch  arises  from  the  dor- 
sat  aorta  at  about  the  stage  of  19  s  and  joins  the  ventral  aorta  at 
about  the  24  a  stage.  The  third  is  completely  formed  at  the  stage 
of  26  somites.  The  fourth  is  completely  formed  at  the  stage  of  36 
somites;  and  the  fifth  and  sixth  arise  during  the  fourth  and  fifth 
days.     (See  Chap.  XII  for  account  of  the  fifth  and  sixth  arches.) 
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The  first  aortic  arch  loses  its  connection  with  the  dorsal  aorta 
at  about  the  stage  of  30  somites,  and  the  second  arch  similarly 
during  the  fourth  day;  the  ventral  ends  of  these  arches  retain 
their  connection  with  the  ventral  aorta  and  constitute  the  begin- 
ning of  the  external  carotid.  Thus  the  third,  fourth,  fifth  and 
sixth  aortic  arches  remain.  Their  transformation  belongs  to  the 
subject-matter  of  Chapter  XII. 

The  pulmonary  artery  appears  as  a  posterior  prolongation  of 
the  ventral  aorta  on  each  side  at  about  the  35  s  stage.  It  thus 
appears  successively  in  later  stages  as  a  branch  from  the  base  of 
the  fourth  and  sixth  aortic  arches. 

The  Internal  Carotids.  The  loop  where  the  mandibular  arch 
joins  the  dorsal  aorta  may  be  called  the  carotid  loop;  it  is  situated 
in  front  of  the  oral  plate  at  the  base  of  the  fore-brain  on  each 
side  (Fig.  93).  It  enlarges  to  form  a  sac,  and  when  the  connec- 
tion with  the  mandibular  arch  is  lost,  sends  out  branches  into 
the  tissue  surrounding  the  brain.  These  are  of  course  a  direct 
continuation  of  the  dorsal  aorta  on  each  side. 

The  segmental  arteries  are  paired  branches  of  the  dorsal  aorta 
in  each  intersomitic  septum.  They  pass  dorsally  to  about  the 
center  of  the  neural  tube  and  arch  over  laterally  to  enter  the 
segmental  veins,  and  thus  unite  with  the  cardinal  veins. 

T?ie  Development  of  the  Venous  System,  The  main  outlines 
of  the  development  of  the  venous  system  have  been  already 
considered. 

The  somatic  veins,  i.e.,  the  anterior  and  posterior  cardinal 
veins  and  their  branches,  enter  the  sinus  venosus  through  the 
ducts  of  Cuvier.  The  original  position  of  this  duct  as  we  have 
seen  is  about  the  level  of  the  second  somite.  The  formation  of 
the  cervical  flexure,  however,  carries  a  number  of  somites  forward 
above  the  heart,  so  that  at  about  the  stage  of  32  s  it  comes  to 
lie  in  the  region  of  the  eighth  and  ninth  somites.  The  relation 
between  the  somatopleure  and  the  heart  in  this  region  has  Ixjen 
alreadv  described. 

The  anterior  cardinal  veins  are  the  great  blood-vessels  of  the 
head,  and  Ixjcome  the  internal  jugulars  in  the  course  of  (levelo|)- 
ment.  Owing  to  the  order  of  development  of  the  body,  the 
anterior  cardinals  are  formed  before  the  posterior  cardinals.  At 
the  15-16  s  stage  they  lie  at  the  base  of  the  brain,  dorsal  and 
lateral  to  the  dorsal  aortae,  and  extend  forward  to  the  rcgion  of 
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the  (Uencephalon.  They  lie  internal  to  the  cranial  nerves  and 
pass  just  beneath  the  auditory  pits. 

As  the  brain  develops  many  branches  of  the  anterior  cardinal 
veins  arise,  the  most  conspicuous  of  which  at  seventy-two  hours 
are  a  large  branch  just  behind  the  auditory  sac,  one  between  the 
auditory  sac  and  the  trigeminal  ganglion,  an  ophthalmic  branch 
extending  along  the  base  of  the  brain  to  the  region  of  the  optic 
stalks  and  a  network  of  vessels  on  the  lateral  surfaces  of  the 
fore-brain.  The  other  branches  of  the  anterior  cardinal  vein 
are  the  three  anterior  intersomitic  veins  (Fig.  115);  the  external 
jugular  from  the  floor  of  the  pharynx  enters  the  duct  of  Cuvier 
just  beyond  the  union  of  the  anterior  and  posterior  cardinal  veins. 

Up  to  about  forty-eight  hours  the  anterior  cardinal  veins  lie 
median  to  the  cranial  nerves,  but  between  this  time  and  seventy- 
two  hours  the  facial  and  glossopharyngeal  nerves  cut  completely 
through  the  vessel  and  thus  come  to  lie  median  to  it;  the  trigem- 
inus and  vagus  continue  to  lie  lateral  to  it. 

The  posterior  cardinal  arises  as  a  posterior  prolongation  from 
the  duct  of  Cuvier  and  grows  backward  above  the  Wolffian  duct, 
keeping  pace  with  the  differentiation  of  the  intermediate  cell- 
mass,  as  far  as  the  thirty-third  somite.  It  does  not  enter  the 
caudal  region  of  the  body.  As  already  described  it  receives 
twentv-nine  intersomitic  veins  and  the  veins  of  the  Wolffian 
body.  At  first  its  connection  with  the  duct  of  Cuvier  is  by 
means  of  a  network  of  vessels,  which  gradually  gives  place  to  a 
single  trunk  (of.  Fig.  117). 

The  Splanchnic  Veins,  The  ductus  venosus  is  the  unpaired 
vein  immediately  l)ehind  the  sinus  venosus,  formed  by  fusion  of 
the  two  omphalomesenteric  veins.  It  is  fully  formed  at  the  stage 
of  27  somites.  Its  relations  to  the  liver  have  already  been  de- 
scril^d  in  connection  with  that  organ.  Its  subsequent  changes 
are  descrilx^d  in  Chapter  XII. 

The  vitelline  veins  are  united  at  about  the  stage  of  seventy- 
two  hours  by  a  loop  pa.ssing  over  the  intestine  immediately 
l)ehind  the  pancreas.     (See  Chap.  XII.) 

VII.    Thk  BoDY-r.wiTY  AND  Mksknteries 

The  ori«:in  of  the  dorsal  and  ventral  mesenteries  was  con- 
sidered in  the  section  of  this  chapter  dealing  with  the  ali- 
mentarv  canal.     As  noted  there,  the  dorsal  mesenterv  extends 


FiQ.  117.  —  Entire  embryo  of  3.')  8,  drawn  aa  n  transparent  object.    , 

a.  a.  1, 2, 3,  4,  First,  second,  thin),  and  fourth  aortic  arehea.  Ar., 
Artery.  A.  V.,  Vit«lline  artery,  oerv.  F!.,  Cprvicul  flexure,  er.  Fl., 
Cranial  fiexnre.  D.  C,,  Duel  of  Cuvier.  D.  V.,  Ductus  venosua. 
Ep.,  Epiphy»a.  Gn.  V.,  (lanplion  of  triECtiiinua.  lath.,  IsthmttB. 
Jug.  ex.,  Ext^mal  ju|!iilar  \'(>fti.  Md.,  Mandibular  arrh.  M.  H., 
HudUo-mandibular  branch  of  the  Iriifpiulnus.  olf.  P.,  Olfactory  pit. 
Ophth.,  Ophthalmic  branch  of  the  triftcminiiB.  Ot.,  otocyat.  V., 
vein.  W.  B.,  Wing  bud.  V.  c.  p.,  Posterior  cardinal  vein.  V- 
umb..  Umbilical  vein.    V.  V.,  Vitelline  vein.    V.  V.  p.,  Poaterior  vitd- 
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the  entire  length  of  the  alimentary  canal,  while  the  ventral 
mesentery  persists  only  in  the  region  of  the  fore-gut  and  the 
cloaca. 

The  embryonic  l)0(ly-ca\nty  shows  two  divisions  from  a  very 
early  stage,  viz.,  (1)  the  large  cephalic  or  parietal  cavity  situated 
in  the  pharyngeal  region  of  the  head  and  containing  the  heart, 
and  (2)  the  general  ccelomic  cavity  of  the  trunk.  After 
the  heart  is  established  in  the  middle  line  the  parietal  cavity 
is  bounded  posteriorly  by  the  wall  of  the  anterior  intestinal  portal 
(Figs.  75,  85,  etc.),  but  it  communicates  with  the  pleuroperi- 
toneal  cavity  around  the  sides  of  the  portal,  in  which  the  vitelline 
veins  run.  Laterally  the  parietal  cavity  communicates  with  the 
extra-ombrvonic  bodv-cavitv. 

The  mcsocardia  lateralia  are  also  an  important  landmark  in 
the  embryonic  body-cavity  l)ecause  from  them  proceed  the  par- 
titions that  subscc^uently  separate  the  pericardial  and  pleural 
cavities  on  the  one  hand,  and  the  pleural  and  peritoneal  body- 
cavities  on  the  other.  (See  Chap.  XL)  The  primordium  of  the 
lateral  mesocardia  may  l)e  recognized  in  the  10  s  stage:  just  behind 
the  heart  the  median  portion  of  the  body-cavity  is  thick-walled, 
the  i^eritoneal  cells  Ixjing  actually  columnar.  At  this  place,  a 
short  distance  lateral  to  the  median  angle  of  the  body-cavity, 
and  at  the  junction  of  the  cylindrical  and  flat  mesothelium,  a 
fusion  of  considerable  longitudinal  extent  is  formed  between 
the  somatoplcure  and  the  proximal  portion  of  the  vitelline  veins, 
pn)jecting  up  from  the  splanchnopleure;  this  fasion  Is  the  begin- 
ning of  the  lateral  mesocardium.  It  separates  a  more  median 
portion  of  the  b()(ly-<*avity  from  a  more  lateral,  and  in  it  the 
duct  of  Cuvicr  soon  develoi)s. 

When  this  ix)rtion  of  the  body  of  the  embryo  becomes  ele- 
vated (forty  to  fifty  hours)  the  portion  of  the  body-cavity  lateral 
to  the  mesocardia  lateralia  comes  to  lie  vent  rail  v  to  the  median 
I)orti<)n  (cf.  Fig.  69),  and  at  the  same  time  the  lateral  mesocardia 
rotate  around  a  h)ngitudinal  axis  through  an  angle  of  about 
IMP,  so  that  the  original  median  border  becomes  dorsal,  and  the 
original  lateral  border  l)ec{)mes  ventral.  The  dorsal  divisions, 
right  and  left,  of  the  pleuroi)eritoneal  cavity  may  now  l)e  called 
the  pleural  grooves.  Inasmuch  as  the  parietal  cavity  has  receded 
considerably  at  the  same  time  into  the  trunk  with  the  elongation 
of   the    fore-gut.   it   comes    to    lie    beneath   the   pleural  grooves 
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instead  of  in  front  of  them  as  before  Therefore  in  cross-sections, 
in  front  of  the  lateral  mesocardia,  the  pleural  grooves  appear  as 
dorsal  projections  of  the  parietal  pavit\,  <<eparated  from  one 
another  in  the  middle  Ime  b>  the  cesophagus  (Fig.  118). 

The  relations  of  the  three  di\i8]ons  of  the  embryonic  body- 
cavity  thus  established  may  be  described  as  follows:  the  parietal 
cavity  contains  the  heart,  and  is  therefore  the  prospective  peri- 


FiG,  118 — TranH\erBp  Hection  of  an  tmlirjo  of  Job,  inime- 
diat«lf  in  front  of  the  lateral  mcsocaniia 
Ao,4orto  Atr  Atrium  B  a  ,  Bulbus  artcnosus.  D-C. 
r.,  and  I  Rif(ht  and  left  ducts  of  t  u^  icr  1^  ,  I  unR.  ni's'c. 
dors..  Dorsal  meaocardium  mat  dors  Dorial  niesenlt'ry. 
P.  C,  Penrardial  canity  pi  gr  Pleural  Eroo\e  Rec.  pul. 
ent.,  Recessiis  pulmo-entericus     "i   V  ,  ■"mu'i  \enosus. 

cardial  cavity.  It  is  not.  however,  a  closed  cavity,  but  communi- 
cates in  front  of  the  lateral  niesocanliii  with  the  pleural  grooves 
(Fig.  118),  and  by  way  of  the  latter  above  the  lateral  mesocardia 
with  the  peritoneal  cavity  (Figs.  1 10  and  120) :  a  second  communi- 
eation  of  the  parietal  cavity  with  the  periloiienl  cavity  is  Ijeneath 
the  lateral  mesocardia  around  the  sides  of  the  anterior  intcstitiid 
portal,  now  being  converted  into  the  septum  traiisveiyum   (cf. 
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Fig.  120).     A  more  complete  description  of  the  cavities  is  given 
in  Chapter  XI. 

The  median  wall  of  the  pleural  grooves  forms  much  mefioblast 
(luring  the  formation  of  the  lung  dnerticula,  and  thus  initiates 
the  formation  of  lobes  enclosing  the  lungs  (Figs  118  and  119). 
These  lobes  de.'icend  \entrallj  and  umte  with  the  septum  trans- 
versum   (see  below)    thn--  prrnhmtis;  hlind  hi\'-  of  the  rcplome 


I 


lion  i>f  tlif  s 


mbrvo  through  the 


Fio.  119.  — Tralmc 
lateral  mpsocunlia 
Liv.,  Liver,    mac  kt    Xialcrei  mesocardmm     niVt.  bfcoss., 
AeecBHory  mcHcnttry      ma  I    \en  ,  \cnlral  mesenl^ry.     Other 


S-3S 


,  v.f„„ 


L 


lit  the  sides  of  the  fsophagus    known  as  the  su|)erior  recesses 
of  the  ])eritoneai  cavitv  or  pulmo-entenc  recesses 

The  ventral  mesentery  extends  from  the  anterior  end  of  the 
simis  venosus  tn  the  hind  end  of  the  fore-gut  where  it  unites 
with  the  ventral  body-wall  It  mtliides  the  f-mus  venosus  and 
the  ductus  venosus,  together  with  the  hepatic  diverticula.  The 
median  and  luteral  mesocardia  together  with  the  ventral  mesen- 
teiy  of  the  fore-gut,  form  a  ma^  known  as  the  grptum  transvenum. 
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At  the  stage  of  seventy-two  hours,  then,  the  pleural,  pericar- 
dial and  peritoneal  divisions  of  the  body-cavity  are  indicated, 
but  all  are  in  communication.  The  pleural  cavities  connect 
with  the  peritoneal  cavity  posteriorly,  and  with  the  pericardia! 
cavity  anteriorly  in  front  of  the  lateral  mesocardia  (Figs.  118, 
119,   120);  and  the   pericardial   cavity  communicates  with  the 


Fia.  120.  — Transverse  section  of  the  same  embryo  immediately 
behind  the  lateral  mesocardia. 
ant.  hep.  Div.,  Anterior  hcpatie  divertifuhiw.  Diiod.,  Duo- 
denum. End'c,  Endocardium.  D.  V.,  Ductus  venosus.  Jly'c, 
Myocarclium.  PI.  ra'a'g.,  Plica  mesogastrica.  S-am.,  Scro-am- 
niotic  connection,  ven.  r..  1,.  RiRht  and  left  limbs  of  the  ven- 
tricle.    V.  umb..  Umbilical  vein. 


peritoneal  oavity  beneath  the  lateral  mesocardia  around  the 
roots  of  the  vitelline  veins  (sides  of  the  anterior  intestinal  jxirtal). 
Thus  the  ducts  of  Cuvier  and  the  vitelline  veins  are  the  agencies 
that  introduce  the  separation  of  the  body-cavities. 

The  tail-fohl  forms  blind  c(plomic  pockets  in  the  region  of 
the  hind-gtit.  which  end  in  the  region  of  the  thirty-thinl  somite. 
(Cf.  Fii;.  81.) 


PART   II 

THE  FOURTH   DAY  TO  HATCHinG 

ORGANOGENY.  DEVELOPMENT  OF  THE   ORGANS 


CHAPTER  VII 

THE  EXTERNAL  FORM  OF  THE  EMBRYO  AND  THE 
EMBRYONIC  MEMBRANES 

I.    The  External  Form 
General.     The  tlevetopnient  of  the  external  form  of  the  em- 
bryo is  conditioned  by  the  oixler  of  development  of  the  organs. 
The  early  form  is  thus  gi\'en  by  the  nervous  syutem,  eomitea 


A.    Kmhryo  .if  :J  diij-s'iiiid  10  hotmt'  iiiciilntion.      x  .5. 
It.  Kniliryo  of  5  days'  inriiliation.     x  5.     (Aftor  Kcilwl  and  Ahra- 

and  viscerii.  The  ilevcloj>ment  of  muscles,  bones,  hml>s,  etc.,  that 
dcfiiio  the  form  (if  the  fowl.  l)eKins  rehitively  late,  and  only  p;ra<Iii- 
ally  concoal.-i  the  outlines  of  the  internal  parts. 

I'ij;w.   121   to  124  illustrate  the  development  of  the  external 
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form  fniin  three  <lays  sixteen  hours  to  ten  da^'s.  In  Fig.  121  A 
(three  dnyx  HJxtecn  hours)  the  form  of  the  bead  is  defined  by 
the  brain,  rvcn,  uriil  visceral  arches.  The  cen-ieal  Sexoie  ts 
KtronKly  marked.  There  is  no  neck.  The  heart  makes  a  Lu^ 
prott  I  Iterance  immeiliately  behind  the  head.  The  limb-buds  an 
refunded  HwellinKA.  In  l-'i);.  121  B  (live  days  one  hour)  the  eer- 
vicnl  flexure  in  lew*  marked;  the  enlargement  of  the  mid-braiit 


miikes  :i  more  pronoiinicl  pri.inlx-niin'f  *if  tlio  hraii  in  tbi:?  r^pion: 
the  beiirt  li;i.s  rt;trfat.-d  f.-irtbcr  biwk  int..  ibe  tb.inix.  and  tbe 
ne<-k  Is  thus  imiicateil.  Tbp  main  divisifins  «i  tiie  Unihs  are 
l^ecinninK  to  appear.  In  Fie.  122  fsrven  il.iy-  -evpii  boiii^l 
there  are  marked  (■han(rp>:  Tlie  cfrvii'al  t!o\inf  i-  )ir;ictically 
lost.  The  elevation  r.f  the  heu'l  ami  rPtr<>:u  of  ibo  boart  into 
the    thorax    have    produced    a    well-marked    neck.     Tlio    upper 
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portion  of  the  first  visceral  cleft  alone  is  visible  as  the  external 
auditory  meatus;  the  other  visceral  arches  and  clefts  have  prac- 
tically disappeared,  excepting  the  mandibular  arch,  forming  the 
lower  jaw.  The  abdominal  viscera  begin  to  protrude.  In  the 
next  stage,  Fig,  123  (eight  days),  the  contours  of  the  body  are 
decidedly    bird-like;    feather   germs    have   appeared   in   definite 


I2;t.  —  Embryo  of  8  ciays  X  5.     (AfU^r  Kdbcl  tinii  Abralmm.) 


tracts;  the  fore-Hmlis  are  wing-like.  The  contours  of  the  head 
are  nuich  smoother,  and  determined  more  by  the  development 
of  the  facial  region  and  skull  than  by  the  brain.  The  protuber- 
ance of  the  ventral  siirface  caused  by  the  viscera  is  strongly 
marked.     I'ij;.  1-4  finally  shows  a  ten-(lay  embryo. 

Head.     The  embryonic  development  of  the  head  depends  on 
the  changes  in  three  important  classes  of  oi^ans,  together  with 
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their  supiKntinj:  arul  skeletal  structuix^s  aii<l  arressory  parts: 
(a)  the  central  nervous  system,  ih)  the*  orsrans  of  six^eial  sense, 
and  ((•)  the  visreral  orirans.  mouth  and  pharynx.  The  origin  of 
all  these  parts  has  U^en  consiilertvl.  and  it   is  prn|)^)sed  to  take 
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at  the  side  by  the  maxillary  processes,  and  in  front  by  the  naso- 
frontnl  process,  which  is  a  broad  projection  below  the  cerebral 
hemispheres  overhanging  the  mouth.  On  each  side  of  the  naso- 
frontal pnicesK  are  the  olfactory  pits,  the  cavities  of  which  are 
continuous  with  the  oral  cavity.  Lateral  to  the  olfactory  pits 
are  the  external  nasal  processes,  abutting  against  the  ej'e  and 
separated  from  the  maxillary  process  by  the  lachrymal  groove. 
The  (x>rtion  of  the  naso-frontai  process  bounding  the  olfactory 
pits  on  the  median  sides  may  be  called  the  internal  nasal  process. 


Fin.  ri.i.  —  Henil  of  un  pmbryo  of  4  days'  in- 
piihntion,  from  the  oral  surface  (N.  L.  6 


.Md.,  Mandibular  arch.    Mx., 


Ph.,  Phnryiix. 

During  the  foiirth  and  fifth  days  a  fusion  is  gradually  formed 
l)etween  the  internal  nasal  process  on  the  one  hand,  and  the 
external  nasid  and  maxillary  processes  on  the  other  {Fig.  126), 
thus  forming  a  bridge  across  the  open  mouth  of  the  olfactory 
pits  and  dividing  the  openings  in  two  parts,  one  within  the  oral 
cavity,  which  Ix-comes  the  internal  nares  or  choan.T,  and  one 
without,  whicli  becomes  the  external  nares  or  nostrils.  During 
the  same  time  the  whole  nuso-frontal  process  begins  to  project 
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lorwarf  to  form  the  tip  o(  the  upper  jaw.  The  two  m.ndibulsr 
arehes  hav-e  also  fused  in  the  middle  line  and  begm  to  project 
for«anl  to  form  the  lo«er  jaw.  This  projection  of  upper  and 
lower  i««-  eauws  a  great  increase  in  the  depth  of  the  oral  csvtty 
(Fig    147) 

Tl»  upi«T  jaw  is  thiB  composed  of  three  independent  parts: 
vi...  the  median  part  formed  from  the  naso-frontal  process  ano 
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The  splitting  of  the  mesoblast  is  never  complete;  but  on  the 
contrary  the  undivided  margin  begins  to  thicken  after  the  fourth 
day,  and  gradually  forms  a  ring  of  connective  tissue  that  surrounds 
the  umbilicus  of  the  yolk-sac  (Figs.  128  and  129).  When  this 
ring  closes,  about  the  seventeenth  day,  it  forms  a  mass  of  con- 
nective tissue  uniting  the  yolk-sac  and  albumen-sac.  (See 
below). 

During  the  first  few  days  of  incubation  the  albumen  loses 
water  rapidly,  and  becomes  more  viscid,  settling,  as  this  takes 
place,  towards  the  yolk-sac  umbilicus.  Thus  the  amniotic  sac 
containing  the  embryo  lies  above ;  beneath  the  amniotic  sac  comes 
the  yolk,  and  the  main  mass  of  the  albumen  lies  towards  the 
caudal  end  of  the  embryo  (Figs.  128  and  129). 

The  allantois  expands  very  rapidly  in  the  extra-embryonic 
body-cavity,  and  the  latter  extends  by  splitting  of  the  mesoblast 
into  the  neighborhood  of  the  yolk-sac  umbilicus.  When  the 
allantois  in  its  expansion  approaches  the  lower  pole  of  the  egg, 
it  l)egins  to  wrap  itself  around  the  viscid  mass  of  the  albumen 
accumulated  there.  In  so  doing,  it  carries  with  it  a  fold  of  the 
chorion,  as  it  must  do  in  the  nature  of  the  case,  and  thus  the 
albumen  mass  begins  to  be  surrounded  by  folds  of  the  allantois 
with  an  intervening  layer  of  the  duplicated  chorion.  These 
relations  will  l)e  readily  understood  by  an  examination  of  the 
accompanying  diagrams  (Figs.  128  and  129).  In  this  way  an 
albumen-sac,  which  rapidly  becomes  closed,  is  established  out- 
side of  the  yolk-sac,  and  the  two  are  imited  by  the  undivided 
portion  of  the  mesoblast  around  the  yolk-sac  umbilicus.  This 
connection  is  never  severed,  and  in  consequence  the  remains  of 
the  albumen-sac  is  drawn  with  the  yolk-sac  into  the  body-cavity 
towards  the  end  of  incubation. 

The  sero-amniotic  connection,  which  persists  throughout  incu- 
bation, has  an  important  effect  on  the  general  disposition  of  the 
embryonic  membranes.  It  is  formed,  as  we  have  seen,  in  the 
closure  of  the  amnion,  by  the  thickened  ectoderm  of  the  suture; 
this  ectodermal  connection  is,  however,  absorbed  and  replaced 
on  the  fifth  to  the  seventh  days  by  a  broad  mesodermal  fu- 
sion, which  maintains  a  permanent  connection  between  amnion 
and  chorion.  One  important  result  of  this  relation  is  that  the 
albumen-sac,  which  is  formed  by  the  duplication  of  the  chorion, 
is    prolonged    by   a   tubular   diverticulum   to   the   sero-amniotic 


218  THE  DEVELOPMENT  OF  THE  CHICK 

plate  (see  Figs.  128  and  129).  The  latter  becomes  perforated 
after  the  eleventh  day,  and  there  is  thus  direct  communication 
between    the    albumen-sac    and    the    amniotic    cavity.     Hirota 


Figs.  127,  128,  and  129.  —  Diagrams  of  the  relations  of  the  embryonic  mem- 
branes of  the  chick,  constructed  from  preparations,  and  from  figures  and 
descriptions  of  Duval,  Hans  Virchow,  Hirota  and  Fulleborn.  In  these 
figures  the  ectoderm  and  entoderm  are  represented  by  plain  lines:  The 
mesoderm  by  a  cross-hatched  line  or  band.  The  yolk-sac  is  represented 
by  broken  parallel  lines.  In  Fig.  127  the  allantois  is  represented  as  a  sac. 
In  Figs.  128  and  129,  where  it  is  supposed  to  be  seen  in  section,  its  cavity 
is  represented  by  unbroken  parallel  lines.  The  stalk  of  the  allantois  is 
exaggerated  in  all  the  diagrams  to  bring  out  its  connection  with  the  em- 
bryo.    The  actual  relations  of  the  stalk  is  shown  in  Figures  33  and  82. 

Alb.,  Albumen.  Alb.  S.,  Albumen-sac.  All.,  Allantois.  All.  1.,  Inner 
wall  of  the  allantois.  All.  C,  Cavity  of  allantois.  All.  S.,  Stalk  of  allantois. 
All.  -f  Am.,  Fusion  of  allantois  and  amnion.  Am.,  Amnion.  Am.  C., 
Amniotic  cavity.  Chor.,  Chorion.  C.  T.  R.,  Connective  tissue  ring.  Ekjt., 
Ectoderm.  E.  E.  B.  C,  Extra-embryonic  body-cavity.  Ent.,  Entoderm. 
Mes.,  Mesoderm.  S.-Am.,  Sero-amniotic  connection.  8.  Y.  S.  U.,  Sac  of 
the  yolk-sac  umbilicus.  Umb.,  Umbilicus.  V.  M.,  Vitelline  membrane. 
Y.  S.  S.,  Septa  of  the  yolk-.sac. 

Fio.  127.  —  Fourth  day  of  incubation.  The  embryo  is  surrounded  by  the 
amnion  which  arises  from  the  somatic  umbilicus  in  front  and  behind;  the 
sero-amniotic  connection  is  represented  above  the  tail  of  the  embryo;  it 
consists  at  this  time  of  a  fusion  of  the  ectoderm  of  the  amnion  and  chorion. 
The  allantois  is  represented  as  a  sac,  the  stalk  of  which  enters  the  umbilicus 
behind  the  yolk-stalk ;  the  allantois  lies  in  the  extra-embrj'^onic  body-cavity, 
and  its  mesoblastic  layer  is  fused  with  the  corresponding  layer  of  the  chorion 
above  the  embryo.  The  septa  of  the  yolk-sac  are  rei)resente(i  at  an  early 
stage.  The  splitting  of  the  mesoderm  has  i)rogresse(l  beyond  the  equator 
of  the  yolk-sac,  and  the  undivide<l  portion  is  slightly  thickened  to  form 
the  beginning  of  the  connective  tissue  ring  that  surrounds  the  yolk-sac 
umbilicus.  The  ectoderm  and  entoderm  meet  in  the  zone  of  junction, 
beyond  which  the  ectoderm  is  continued  a  short  distance.  The  vitelline 
membrane  is  ruptured,  but  still  covers  the  yolk  in  the  neighborhood  of 
the  yolk-sac  umbilicus.     The  albumen  is  not  represente<i  in  this  figure. 

Fig.  128.  —  Ninth  day  of  incubation.  The  yolk-siie  umbilicus  has  l)ecome 
much  narrowed;  it  is  surrounded  by  the  mesodermal  connective  tissue 
ring,  and  by  the  free  edges  of  the  ectoderm  and  entoderm.  The  vitelline 
membrane  still  covers  the  yolk-sac  innbilicus  and  is  folded  into  the  albumen. 
The  allantois  has  expanded  around  the  amnion  and  yolk-sac  and  its  outer 
wall  is  fused  with  the  chorion.  It  has  puslied  a  foM  of  the  chorion  over 
the  sero-amniotic  connection,  into  which  the  mesoderm  has  penetrated, 
and  thus  forms  the  upper  fold  of  the  albumen-siic.  The  lower  fold  of  the 
albumen-sac  is  likewise  fornK^l  by  a  duplication  of  tlie  chorion  and  allan- 
tois; it  must  be  understood  that  lateral  folds  are  forming  also,  so  that  the 
albumen  is  being  surrounded  from  all  sides. 

The  stalk  of  the  allantois  is  exaggerated  so  as  to  show  the  ronnertion  of 
the  allantois  with  the  embrj'o;  it  is  supposcnl  to  pass  over  tlie  amnion, 
and  not  through  the  cavity  of  the  latter,  of  cours(\ 
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stat«3  that,  after  this  connection  is  established,  the  amniotic 
fluid  coagulates  in  alcohol,  "just  like  the  fluid  in  the  albumen- 
sac;  owing,  presumably,  to  the  presence  of  albumen  which  has 
found  its  way  through  the  perforations  into  the  amniotic  fluid." 
This  observation  is  confirmed  by  Fiillebom, 

He  Allantois.  The  part  of  the  wall  of  the  allantois  that 
fuses  with  the  chorion  may  be  called  the  outer  wall;  the  remainder 
of  the  sac  of  the  allantois  constitutes  the  inner  wall.  The  distal 
intermediate  part  of  the  allantois  is  specialized  as  th&  wall  of  the 
albumen-sac. 


Fig.  129.  —  Twelflh  day  of  incubation.  Tlie  conditiona 
representuil  in  Fig.  128  arc  more  advancwl.  The  albu- 
men-sac ia  closing;  its  connection  with  the  cavity  of 
the  amnion  by  way  of  the  Hero-amniolic  connection 
will  be  obvioUH.  The  inner  wall  of  the  allantois  has 
fused  extensively  with  the  anmion.  The  umbilicus  of 
the  yolk-sac  is  mnch  reduced,  and  some  yolk  protrudes 
into  the  albumen  (sac  of  the  yolk-sae  umbilicus). 

In  the  outer  wall  there  are  three  layers,  v't-/..,  an  internal  epi- 
thelial layer,  formed  by  the  entoderm  of  the  allantois;  a  thick 
very  va.srular  middle  or  mesodermal  layer,  formed  by  fusion  of 
the  me.soblast  of  allantois  and  chorion;  and  a  thin,  outer,  ecto- 
dermal layer  derived  from  the  chorion. 
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Rate  of  Growth  of  the  AUantoia.  As  the  embryo  lies  on  ite 
left  side,  the  allantoia  grows  out  on  the  right  side  of  the  embryo 
(Figs.  127  and  130  A)  and  unites  with  the  chorion  about  the 
one  hundredth  hour.  It  then  spreads  rapidly  as  a  flattened  sac 
over  the  embryo,  increasing  the  extent  of  the  fusion  with  the 


Via.  l:ll).  —  Diagrams  showing  the  relations  of  the  allantoiB, 

represented  by  the  tinted   area,  at   different  ages.     (Aft«r 

Hirota.) 

Alh.,  Albumen.    Alb.  S.,  Edge  of  albumen-gae.    All.  V., 

Allsntoic  vein.    am.  C,  Amniotic  cavity.     S.-Am.,  Sero-amni- 

otic  eonncetion.     Y.  S.,  Yolk-sac. 

A.  At  120  hours  showing  only  the  a 
lantoii)  X  2. 

.  At  14-1  hours,  showing  only  the  ai 


lantoi 


I  1.2. 


'.  At  1!>2  hours;  the  entire  ;>-olk  \  .' 
line  reprcHcnl.t  the  amniotic  cavity. 

D.  AI  214  hours.  Tlie  entire  ege  after  remo 
X  .*iC.  The  Blbiiinen  inasa  is  at  the  left;  Iho  albi 
fciniiins  to  form. 


cavity  and  al- 

cavity  and  al- 

The  dotted  oiit- 

■al  of  the  shell, 


("horion,  hence  of  its  outer  wall  pari  passu.  At  the  end  of  the 
fifth  day  it  eo\-ew  more  thnn  half  of  the  embryo  (Fig.  130  A); 
at  the  end  of  the  si.xth  day  the  embryo  is  entirely  covered  by 
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the  allantois  (Fig.  130  B);  at  the  end  of  the  eighth  day  the  allan- 
tois  has  covered  half  of  the  yolk-sac  (Fig.  130  C).  At  the  end 
of  the  ninth  day,  the  formation  of  the  albumen-sac  is  begun 
(Fig.  130  D).  At  the  end  of  the  eleventh  day,  the  albumen-sac 
is  practically  closed  at  the  lower  pole.  On  the  twelfth  day,  the 
albumen-sac  is  closed,  and  on  the  sixteenth  day  the  contents 
are  practically  entirt^ly  absorlied. 

BUwd-supply  of  the  Allantois.  There  are  two  allantoic  arteries 
and  one  allantoic  vein.  (»See  Chap.  XII).  Both  arteries  persist 
throughout  the  period  of  incubation,  but  the  left  Is  much  the 
Ix^st  develo^ied.  It  piisses  out  along  the  stalk  of  the  allantois 
to  the  inner  wall  of  the  allantoic  sac.  where  it  di\ndes  in  two 
stn>ng  branches,  one  running  cephalad  and  the  other  caudad  to 
the  margins  of  the  sac  where  they  pass  over  to  the  outer  wall; 
The  allantoic  vein  runs  in  the  inner  wall  and  passes  over  to  the 
outer  wall  near  the  sen>-amniotic  connection.  Both  arteries  and 
x-eins  inhibit  the  ex^^ansion  oi  the  allantoic  sac  where  they  sur- 
round the  margin:  but  the  vein  h:is  by  far  the  greatest  effect, 
as  its  action  is  supplemented  by  the  sen>-amniotic  connection. 
Thus  indentations,  grailually  gn>wing  deeper,  are  established 
along  the  margins  oi  the  allantoic  sac.  and  the  outgrowth  of  the 
latter  on  each  side  i^t  the  iudentatioiis  prvnluce  o\-erlapping  lobes 
a^iss.  i;iOCand  1>\ 

The  arraiigi^nitMU  of  the  smaller  vesst^ls  and  capillaries  is 
verv  dilTer\Mit  iu  the  outer  s^tui  iriixr  Wiilis.  In  the  outer  wall 
the  arteries  and  vci:i>  l>r:\tu*h  a:id  :::tt  niiiTitate  in  the  deeper 
pi^rtions  v>t  the  mes^^Mast.  a:id  er.d  :!i  :i:i  extraorvlinarily  fine- 
meshevl  capillary  rit^twv^rk  siruauvl  ::r.:r.evii:^tely  l^eneath  the  thin 
ectiHk^rm.  "The  capillars <  :or:n  sM«*h  !i:irrt  w  meshes,  and  have 
relativ^lv  s*.^  wide  a  Iv.me::.  t'la:  thev  oan  *'v  '.^^inixAreil  onlv  with 
thvx:>e  of  the  lunir>  o:  hi^ht^r  a:u::ui*.<.  an  1  •^:  the  ohonndea  of 
the  evt*:  iudee^l.  instead  of  vUscr.lnrii:  ::  as  a  viiSi.'iilar  network 
embeikW  in  tissue.  v»:ie  cv  *':M  as  w^;*  it:<»Til:v  it  as  a  great 
bkHxl-s<imLs  interrui^tcvi  by  s:~a::i>  r:  ::^<.>:  .  FuIleU^rn.'  This 
eapilUry  network  of  the  outer  ua!!  '!<::':•:•:«:<  the  respiratory 
area  ot  the  allantois.  A:  :!v  -  a*"^  •  <  -  .ass<>i  iraolually  into 
the  incom^>arably  wNu*r  :t:e<r:o:  auL  \l\  x*:  ^  rk  .  f  the  inner 
wall.  Att  exter^ive  systotv.  o:  'v";\\r  <  >  iev^Io:iei.  Ix^th 
itt  the  vmter  and  ir.r'er  wal'<  o:  :•  o  j/  ,x-  *:  <.  .vMV!'::rariying  all 
Ihe  NiHxl'X-essek.  evt»n  to  the:r  •..!'.. ua:e  -^  ■"    •  a-:*^!t>. 
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Structure  of  the  Allantois.  (1)  Inner  xvall.  The  inner  wall 
of  the  allantoLs  consists  primarily  of  two  layers,  an  inner  ento- 
dermal  and  outer  mesodermal  layer.  The  latter  soon  becomes 
differentiated  into  two  layers,  an  external,  delicate,  limiting  layer 
of  flat  polygonal  cells,  with  interlocking  margins,  and  an  inter- 
mediate layer  of  star-shaped  cells  embedded  in  a  homogenous 
mucous  ground  substance.  Parts  of  the  inner  wall  become 
extremely  thin,  and  in  these  regions  the  intermediate  layer  may 
become  entirely  absent.  Elsewhere,  particularly  around  the 
larger  arteries  and  veins,  the  intermediate  layer  may  attain 
considerable  thickness.  The  entoderm  l)ecomes  reduced  to  a 
layer  of  flat,  interlocking  cells.  On  the  eighth  day,  spindle- 
shaped  muscle  cells  begin  to  appear  in  the  mesoderm  of  the 
inner  wall,  and  undergo  rapid  increase  in  miml)er8.  Their  dis- 
tribution is  somewhat  irregular;  in  certain  places  they  may  even 
form  several  layers,  and  in  others  are  practically  wanting. 

On  the  seventh  day  the  inner  wall  of  the  allantois  begins 
to  fuse  with  the  amnion  in  the  neighborhood  of  the  sero-amniotic 
connection,  and  this  fusion  rapidly  extends  over  the  area  of 
contact  l)etween  the  two  membranes.  Within  the  area  of  fusion 
the  muscle  layers  of  the  allantois  and  amnion  mutually  reinforce 
each  other,  and  in  places  no  boundary  can  be  found  between 
them  (Fulleborn).  But  during  the  latter  half  of  incubation  the 
musculature  of  the  fused  area  of  allantois  and  amnion  degener- 
ates almost  completely. 

Towards  the  end  of  incubation,  part  of  the  inner  wall  of  the 
allantois  fuses  also  with  the  yolk-sac,  and  is  therefore  carried 
with  the  latter  into  the  bodv-cavitv  of  the  chick. 

(2)  The  Outer  Wall  of  the  Allantois.  As  already  noted,  the 
outer  wall  of  the  allantois  fuses  with  the  chorion.  The  compound 
membrane,  which  is  respiratory  in  function,  must  be  considered, 
therefore,  as  one.  Over  the  entire  rcspiratory  area  the  ectoderm, 
l)elonging  primarily  to  the  chorion,  which  is  elsewhere  two  layers 
of  cells  in  thickness,  Ix^comes  reduced  to  an  exceedingly  thin 
layer  in  direct  contact  with  the  walls  of  the  capillaries  internally 
and  the  sliell  membrane  externally.  According  to  Fulleborn, 
the  ectoderm  cannot  l)e  distinguished  tus  a  separate  layer  in  the 
latter  half  of  incubation,  and  the  capillaries  appear  to  he  in 
immediate  contact  with  the  shell-membrane.  No  muscular 
tissue  apjx^ais  to  develop  in  the  outer  wall  of  the  allantois. 
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(3)  The  Albumeri'Sac,  The  allantois  in  the  course  of  its 
expansion  over  the  embryo,  between  amnion  and  chorion,  reaches 
the  sero-amniotic  connection;  it  must  then  either  divide  and 
grow  round  on  each  side  of  the  connection,  or  evaginate  the 
chorion  above  the  connection  and  carry  it  as  an  overlapping 
fold  on  beyond.  The  latter  is  what  actually  happens,  and  there 
is  established  as  a  consequence  an  overlapping  fold  of  the  chorion 
containing  an  extension  of  the  allantois  (Fig.  128);  the  space 
beneath  this  fold  terminates,  naturally,  at  the  sero-amniotic 
connection.  In  the  meantime  the  cleavage  of  the  mesoblast 
has  separated  chorion  and  yolk-sac  as  far  as  the  neighborhood 
of  the  yolk-sac  umbilicus,  where  the  viscid  albumen  has  accumu- 
lated. The  latter  is  situated  not  opposite  to  the  yolk-stalk, 
but  near  the  posterior  pole  of  the  yolk-sac,  with  reference  to 
the  embryo,  i.e.,  usually  towards  the  narrow  end  of  the  shell. 
Now  the  allantois  growing  around  the  yolk-sac  from  all  sides 
reaches  the  neighborhood  of  the  albumen  and  enters  an  evagina- 
tion  of  the  chorion  that  wraps  itself  around  the  albumen,  thus 
initiating  the  formation  of  a  double  sac  of  the  chorion  enfolding 
the  albumen  and  containing  between  its  two  layers  an  extension 
of  the  allantois.  The  latter  is  therefore  separated  everywhere 
from  the  albumen  by  the  thickness  of  the  chorion.  The  superior 
fold  of  the  albumen-sac  is  the  same  fold  that  overgrows  the 
sero-amniotic  connection,  and  the  albumen-sac  is  therefore  pro- 
longed beneath  this  fold  to  the  sero-amniotic  connection  itself, 
which,  as  we  have  seen,  tecomes  perforated,  thus  admitting 
albumen  into  the  amniotic  cavitv. 

The  ectoderm  lining  the  albumen-sac  is  two-layei*ed,  and  the 
cells  next  the  albumen  tend  to  h^  cubical  or  swollen,  and  fre- 
quently vesicular,  owing  apparently  to  absorption  of  albumen. 
In  the  neighborhood  of  the  yolk-sac  umbilicus,  papilla-like  pro- 
jections of  the  ectoderm  into  the  albumen  are  common  (Fig.  129). 
But  these  do  not  occur  over  the  remainder  of  the  albimien-sac 
of  the  chick,  as  described  by  Duval  for  the  linnet;  nor  do  they 
possess  a  mesodermal  core. 

Prior  to  the  union  of  the  mesoderm  over  the  volk-sac  umbili- 
cus,  the  yolk  forms  a  hernia-like  protrusion  into  tlie  albumen- 
sac  (sac  of  the  yolk-sac  umbilicus,  see  Fig.  129),  which  is,  however, 
retracted  as  the  mesoderm  ring  closes  over  the  yolk-sac  unil)ilirus. 
'^he  vitelline  membrane  niptures  at  an  early  jx^riod  of  the  incu- 
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bation  over  the  embryonic  pole  and  gradually  slips  down  over 
the  yolk,  and  is  finally  gathered  together  in  the  albumen-sac. 

(4)  The  allantois  also  serves  as  a  reservoir  for  the  secretions 
of  the  mesonephros,  and  subsequently  the  permanent  kidney, 
which  reach  it  by  way  of  the  cloaca  and  neck  of  the  allantois. 
The  fluid  part  of  the  embryonic  urine  is  absorbed,  but  the  con- 
tained salts  are  deposited  in  the  walls  and  cavity  of  the  allantois. 
If  the  connection  between  the  Wolffian  ducts  and  cloaca  be  inter- 
rupted, the  former  become  enormously  extended  by  the  secre- 
tions of  the  mesonephros. 

The  Yolk-sac.  The  yolk-sac  is  established  in  the  manner 
already  described;  it  Ls  constituted  by  the  extra-embryonic 
splanchnopleure,  and  is  permanently  united  to  the  intestine  by 
the  yolk-stalk.  A  narrow  lumen  remains  in  the  stalk  of  the 
yolk-sac  throughout  and  even  after  incubation,  but  the  yolk 
does  not  seem  to  pass  through  it  into  the  intestinal  cavity.  The 
walls  of  the  yolk-sac,  excepting  the  part  derived  from  the  pellucid 
area,  are  lined  with  a  special  glandular  and  absorbing  epithelium, 
which  digests  and  absorbs  the  yolk  and  passes  it  into  the  vitel- 
line circulation,  through  which  it  enters  the  hepatic  portal  circu- 
lation and  comes  under  the  influence  of  the  hepatic  cells.  The 
yolk-sac  is  thus  the  primary  organ  of  nutrition  of  the  embryo, 
and  it  becomes  highly  elaborated  for  the  performance  of  this 
function.  Contrary  to  the  statements  found  in  many  text-books, 
it  does  not  reach  its  maximum  development  until  the  end  of 
incubation.  Throughout  incubation  it  steadily  increases  in 
complexity  and  efficiency  so  as  to  provide  for  the  extremely 
rapid  growth  of  the  embryo. 

The  functions  of  the  yolk-sac  manifestly  require  a  large  sur- 
face area,  which  is  pn)vi(ied  for  by  foldings  of  the  wall  projecting 
into  the  yolk.  At  the  height  of  its  development  the  inner  surface 
of  the  yolk-sac  is  covered  with  numerous  folds  or  septa  projecting 
into  the  yolk,  which  are  highest  at  the  equator  and  decrease  in 
both  directions  away  from  the  equator.  In  general,  these  folds 
follow  the  direction  of  the  main  arteries,  i.e.,  they  run  in  a 
meridional  direction,  repeatedly  bifurcating  distally  (Fig.  132). 
Moreover,  each  one  is  perforated  by  numerous  stomata,  and  the 
yolk-sac  epithelium  covers  all  free  surfaces,  and  a  capillary  net- 
work is  found  in  every  part.  So  far  do  they  project  into  the 
interior  towards  the  close  of  incubation,  that  those  of  opposite 
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sides  may  be  approximately  in  contact,  and  the  cavity  of  the 
yolk-sac  is  thus  broken  up  into  numerous  connecting  compart- 
ments filled  with  yolk.  The  outer  wall  of  the  yolk-sac  is  smooth 
and  not  involved  in  the  folds.  The  beginning  of  the  folds  of  the 
yolk-sac  may  be  found  at  the  time  of  appearance  of  the  vascular 
area  of  the  blastoderm,  and  they  develop  pari  passu,  with  the 
vessels  of  the  yolk-sac  (Fig.  131). 

Fig.  131  shows  the  appearance  of  the  folds  at  the  stage  of 
twelve  somites.     It  is  a  view  of  the  blastoderm   from  below, 


Via.  Vn.  —  Si-iJli.  of  til.;  yulk-scip  a,-  .■^■cii  .j[i 
Iho  lower  Kiirfnce  of  the  lilnstmlcrm  ut  the 
Btugeof  12  s.     {.Wter  Hans  Vircbow.) 
m.  R.,  Marcinnl  ridge  of  cntcKlcrni  overly- 
ing the  si  nils  terniinaliM. 

drawn  !i«  an  (ipiique  object,  and  it  shows  the  incipient  folds  of 
the  yolk-sac  in  an  arrangement  that  corresponds  nmghly,  but 
not  accitmtcly.  with  that  of  the  lijood-ishinds,  which  lie  in  large 
part  in  the  bases  i>f  tlic  f()lds.  The  site  <)r  the  vena  terniinalis 
is  marked  by  a  circular  fold  of  the  entodenii.  The  folds  of  the 
yolk-sac  thus  coincide  in  their  dUtrilnitlon  with  the  vnsciilar  aiTii 
and  are  so  limited  at  all  times,  being  absent  in  the  vitelline  area. 
There   is   thus  a   ch>se  {'onnection    l>e1we[-n    the    vitelline   blood- 
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vessels  and  the  folds  of  the  yolk-sac,  which  will  be  considered 
more  fully  beyond. 

The  interior  of  the  yolk-aac  b  lined  with  entoderm  which 
differs  in  its  structure  in  different  regions:  In  the  area  pellucida 
the  cells  are  flattened;  in  the  vascular  zone  of  the  area  opaca 
are  found  the  columnar  cells  with  swollen  ends  described  pre- 
viously. After  the  third  or  fourth  day  these  are  found  filled 
with  yellow  fatty  droplets,  which  give  a  yellow  tone  to  the  interior 
of  the  living  yolk-sac,  and  which  are  so  abundant  in  later  stages 
as  to  render  the  layer  perfectly  opaque.     These  cells  do  not  con- 


Fio.  1.12.  —  Part  of  tlic  interior  of  the  yolk-sac  of  a 
iliirk  at  (he  time  ol  hatrhnK-  In  the  upper  part  of 
the  %urc  the  sppta  are  seen  from  the  side  diowing 
the  Htoinata.  In  the  lower  part  they  are  seen  od 
eilftp.  Note  the  sinuous  course  of  tbe  arteries  along 
(he  fre<;  t-Ages  of  xonic  of  the  septa.  (After  H. 
Virchow.) 

tnin  entire  yolk-gramiles;  apparently,  then,  the  ynlk-granules  are 
digested  Ix-fore  ulworption  in  this  region.  In  the  region  of  the 
inner  zone  of  the  vitelline  area,  the  entoderm  is  comjxjsed  of 
several  layers  of  large  cells  containing  yolk-gran  tiles,  and  in 
the  outer  vitelline  zone  we  come  to  the  germinal  wall.  The 
germinal  wall  and  inner  zone  of  the  vitelline  area  represent 
the  formative  rcgii>n  of  the  yolk-sac  epithehiim  in  the  manner 
already  dc,-«Til)ed  (Chap.  V). 

Bliml-rcHnels  of  the  Yolk-sac.    The  development  of  the  circu- 
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lutiori  in  the  yolk-sac  may  be  divided  into  the  following  stages 
(following  PopofT): 

1.  Indifferent  network  bounded  peripherally  by  the  vena 
tenninaliH,  (connected  by  two  anterior  vitelline  veins  with  the 
heart;  no  arterial  trunks. 

2.  Origin  of  an  arterial  path  in  the  network ;  the  right  anterior 
viUilline  vc^in  begins  to  degenerate. 

.S.  Origin  of  intermediate  veins;  the  (left)  posterior  vein 
l)cginH  to  develop. 

4.  Development  of  collateral  veins;  further  degeneration  of 
the  right  anterior  vein;  complete  formation  of  the  posterior  vein. 

5.  Further  branching;  development  of  a  rich  venous  network; 
the  vena  terminalis  l)egins  to  degenerate. 

0.  Dt^fmitive  condition;  development  of  a  rich  venous  net- 
work in  the  folds  or  septa  of  the  yolk-sac;  anastomosis  of  vessels 
of  the  volk-sac  and  allautois. 

Tlie  changes  can  Ix*  followeil  only  in  outline.  The  earliest 
conditioi\  has  Ihmmi  descrilxHl  in  Chapters  IV  and  V.  Fig.  133 
shows  a  condition  intermediate  lx»tween  stages  1  and  2  above. 
The  network  is  entin^ly  arterial,  except  towards  the  anterior 
end*  •.«'.,  the  blood  Hows  outwanls  away  fn>m  the  heart.  It 
enters  the  vena  terminalis  and  is  returned  by  right  and  left  an- 
terior vitelline  veins  Xo  the  heart.  The  Ix^ginning  of  arterial 
trunks  in  the  network  is  indicated  particularly  on  the  left  side 
t^righl  side  of  the  tiguivV  Tlio  connection  oi  the  arterial  network 
with  the  \lorsal  aorta  is  still  net-liko. 

Fig.  I»U  shows  an  avlvamv  of  the  same  prwesses.  The  trunks 
of  the  vitelline  arteries  ai\^  Ivtter  ditTon^Tuiatod  frv>m  the  network. 
au\l  the  bUnni  is  still  n^turnovl  to  t!\o  heart  entirely  by  way  of 
Uh^  wna  terminalis  and  the  rich:  a:.vi  loft  :i!::or:«>r  vitelline  veins. 
which  haw  ivnn^  in  vov.tact  viistally.  oirx  urr.soribiuir  in  their 
prnvimal  ivirts  the  mesvvier:v.-::ve  :inM  v  f  ::.o  :>':is:tHier:r..  The 
k^innitv^  of  tl\e  later^d  \::o";:ve  \e:::>  :>  i:\  :;  i.:t\:.  ivir::- ularly 
on  ihi^  ri^ht  sivK^  v^^e:':  of  :ho  !*i:v,!Y\ 

Fiji:,   i:v>  rvprv^:;:s  a  cre:i:   ;;-:\;i-  y       V  ^    \::t::::x^  ;^r:erie> 

V*ft'uUr  tvtwv^rx,   sw.x^   v^t    vv^ v.       •         <       -      <   •-.     v^--i 

iK^muuAliiS,      rh^:^  :\\o  AVtor-.o-  \  :v'     •  ■;-  -;     ^       -      -ls:-;    :•.  :r  :.:. 
;iitKl  the  ri^h:  a:::e-*or  \vi*\  ;<  ■v,:\;  v.:    ■    -    ..  -    -    ,-  -    --     -  ::>^ 
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Fia.  133,  —  Circulation  in  the  embryo  and  the  yolk-sac.    Stage  of  about 
16  s;  from  below.    The  vitelline  arteriea  are  begiuning  to  differentiate  out 
of  the  vascular  network  particularly  on  the  left  aide.     (Observer's  right.) 
Injected.     (After  Popoff.j 
1,  Haivinol  vein.     2,  Region  of  venous  network.     3,  First  and  second 

aortic  arches.    4  r,  41,  Right  and  left  anterior  vitelline  veins.     5,  Heart. 

S,  Anterior  intestinal  portal,     7,   Aorta:,      a,  Vitelline   arteries  in  process  of 

different ialion.     9,   Ulood  islands. 
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most  striking  change  is  the  transformation  of  part  of  the  vascular 
network  into  channels  in  which  the  blood  flows  towards  the  heart. 
Of  these  there  may  be  recognized  the  following:  1.  Intermediate 
veins  arising  from  the  vena  terminalis  at  various  places  and 
gradually  losing  themselves  centrally  in  the  vascular  network. 
2.  The  vascular  network  immediately  behind  the  embryo  has 
assumed  a  venous  character  and  likewise  a  large  part  of  the 
network  immediately  surrounding  the  embryo.  3.  Lateral  vitel- 
line veins  are  beginning  to  develop  from  the  anterior  intestinal 
portal  backwards. 

Fig.  136,  representing  the  circulation  at  a  stage  of  about  40 
somites,  shows  the  completion  of  the  primary  circulation  in  the 
yolk-sac.  The  vitelline  arteries  branch  richly,  and  end  in  a 
capillary  network;  very  few  arterial  branches  reach  the  vena 
terminalis  as  such,  and  then  only  very  fine  ones.  The  vena 
terminalis  itself  is  relativelv  reduced;  the  lateral  vitelline  veins 
have  absorl^ed  the  network  between  themselves  and  the  inter- 
mediate veins,  which  now  appear  as  prolongations  of  the  lateral 
veins.  The  right  anterior  vitelline  vein  has  disappeared  almost 
entirely  ancl  the  posterior  vitelline  vein  is  well  developed,  empty- 
ing into  the  left  lateral  vein. 

The  lateral  vitelline  arteries  and  veins  are  superposed  as 
far  peripherally  as  the  original  intermediate  veins,  which  lie 
between  the  arterial  trunks.  Wherever  there  is  superposition 
of  arteries  and  veins,  the  latter  are  superficial  and  the  former 
deep  in  position  a.s  seen  from  above.  The  figure  also  shows  the 
vascular  network  in  the  budding  allantoLs,  and  some  of  the  em- 
bryonic blood-vessels. 

In  the  later  stages  of  development  the  arteries  are  carried  in 
by  the  septa  of  the  yolk-sac  and  lie  near  their  free  edges;  the 
veins,  on  the  other  hand,  remain  superficial  in  position.  The 
terminal  vein  becomes  progressively  reduced  in  importance  up 
to  about  the  tenth  day,  and  then  gradually  disappears  as  such, 
being  taken  into  the  terminal  capillaries.  After  the  tenth  day 
the  anterior  and  posterior  vitelline  veins  decrease  in  importance 
and  finally  become  almost  unrecognizable.  The  lateral  veins, 
on  the  other  hand,  increase  in  imi)ortance  and  return  all  of  the 
blood  to  th(»  emhrvo. 

The  rich  network  of  venous  capillaries  in  the  septa  of  the 
yolk-sac  is  shown  in  Fig.  137.     It  lies  immediately  beneath  the 
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epithelium  over  the  entire  extent  of  the  septa  and  forms  loops 
along  the  free  border.  The  arteries  do  not  communicate  directly 
with  this  network  according  to  Popoff,  and  the  course  of  the 
circulation  from  arteries  to  veins  is  not  clearly  described  by  this 
author. 

The  allantois  fuses  with  the  yolk-sac  in  the  region  of  the 
yolk-sac  umbilicus,  and  anastomoses  arise  between  the  veins  of 
the  allantois  and  those  of  the  yolk-sac. 

Ultimate  Fate  of  the  Yolk-sac.  On  the  nineteenth  day  of 
incubation,  the  yolk-sac  slips  into  the  body-cavity  through  the 
umbilicus;  which  thereupon  closes.  The  mechanism  of  this 
process  is  of  considerable  interest.  The  yolk-sac  is  still  a  volu- 
minous organ,  and  equal  to  about  one  sixth  the  weight  of  the 
embryo.  It  is  therefore  inconceivable  that  it  could  be  "drawn 
into"  the  body-cavity  by  means  of  its  stalk,  which  has  only  the 
intestine  for  attachment.  The  process  is  much  more  complex 
and  may  be  briefly  described  as  follows:  We  have  already  seen 
that  the  inner  wall  of  the  allantois  fuses  with  the  amnion  on  the 
one  hand;  distally  it  is  connected  with  the  yolk-sac.  Now  this 
wall  of  the  allantois  is  muscular,  and  it  is  probable  that  its  con- 
traction is  the  first  act  in  the  inclusion  of  the  volk-sac  within  the 
body-wall.  It  is  aided  in  this,  however,  by  the  inner  wall  of 
the  amnion,  i.e.,  that  part  of  the  amnion  arising  from  the  umbili- 
cus and  not  fused  with  the  allantois.  This  part  of  the  amnion 
surrounds  the  yolk-stalk,  and  is  itself  richly  provided  with  muscle 
cells,  forming  a  crossing  and  interlacing  system.  It  is  carried 
down  and  over  the  yolk-sac  to  about  its  equator  by  the  allantois, 
and  when  the  volk-sac  is  half  taken  into  the  bodv-cavitv,  it  reaches 

^  ft.  *r 

its  distal  pole  and  fuses  there.  Now  if  the  egg  l)e  opened  at 
this  stage  in  the  process  and  this  wall  of  the  amnion  cut  through, 
it  contracts  rapidly  to  a  fraction  of  its  former  area  (Virchow). 
It  is  apparent,  then,  that  the  tension  of  this  membrane  on  the 
yolk-sac  must  exert  a  continuous  pressure  that  tends  to  force  it 
into  the  bodv-cavitv.  It  is  in  this  wav,  then,  bv  contraction 
of  the  inner  walls  of  the  allantois  and  of  the  amnion,  that  the 
volk-sac  is  pressed  into  the  ])odv-ravitv. 

The  umbilicus  is  therefore  closed  bv  the  more  act  of  inclusion 
of  the  yolk-sac,  for  the  inner  amniotic  wall  is  attached  on  the 
one  hand  to  the  body-wall,  and  on  the  other  to  the  distal  pole 
of  the  yolk-sac.     A  minute  oj^ening  is  left  in  the  center  of  the 


Fig.  135.  - —  Circulation  in  the  embryo  and  yolk-sac  after  74  hours'  incuba- 
tion. Stage  of  about  27  3  from  below.  Injecteil.  (After  Popoff.) 
1,  Mai^nftl  vein.  2  r,  21,  Right  and  left  anterior  vitelline  veins  Bur- 
rounding  the  niesoderm-free  area,  3,  Anterior  intestinal  portal.  4,  In- 
termediate veins  connecting  with  the  venous  network  centrally.  5,  Right 
dorsal  aorta.  S,  Posterior  vitelline  vein  in  process  of  formation.  7,  Vitel- 
line arteries. 

Note  that  the  right  anterior  vitelline  vein  (2  r)  is  much  atrophied. 
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umbilical  field,  through  which  dried  remnants  of  the  inner  wall 
of  the  allantois,  which  is  likewise  attached  to  the  distal  pole  of 
the  yolk-sac,  protrude  for  a  short  time.  On  the  inner  side  the 
yolk-sac  is  attached  to  the  umbilicus  by  its  distal  pole,  and  by 
its  stalk  to  the  intestine.  The  absorption  of  the  yolk-sac  then 
goes  on  with  great  rapidity,  being  reduced  from  a  weight  of 
5.34  gr.  twelve  hours  after  hatching  to  0.05  gr.  on  the  sixth  day 
after  hatching,  according  to  a  series  of  observations  of  Virchow. 

The  Amnion.  The  amnion  invests  the  embryo  closely  at  the 
time  of  its  formation,  but  soon  after,  fluid  begins  to  accumulate 
within  the  amniotic  cavity,  which  gradually  enlarges  so  that  the 
embr}'0  lies  within  a  considerable  fluid-filled  space,  which  in- 
creases gradually  up  to  the  latter  part  of  the  incubation,  and 
then  diminishes  again,  so  that  the  embryo  finally  occupies  most 
of  the  cavitv.  The  connections  of  the  amnion  with  the  chorion, 
and  later  with  the  allantois,  albumen-sac,  and  yolk-sac,  have 
been  already  described. 

Muscle  fibers  appear  in  the  walls  of  the  amnion  on  the  fifth 
or  sixth  day  and  gradually  increase  in  number;  though  they 
subsequently  degenerate  over  the  area  of  fusion  with  the  allan- 
tois. They  i)ersist  elsewhere,  however,  and  are  active  in  the 
inclusion  of  the  yolk-sac  in  the  manner  already  described.  Shortly 
after  the  ap|x?arance  of  the  muscle  fibevA  slow  vermicular  or 
peristaltic  contractions  of  the  amnion  begin,  and  the  embrj'o  is 
rocked  within  the  amniotic  cavity.  Apparently,  adhesions  are 
thus  prevented,  but  they  are  sometimes  formed  and  lead  to  various 
malformations  of  the  embrvo.  In  some  cases  the  amnion  fails 
to  develop;  in  such  cases,  the  embryo  usually  dies  at  a  relatively 
early  stage,  though  Dareste  records  an  anamniotic  embryo  of 
thirteen  days,  apparently  full  of  life  and  vigor. 

The  amnion  apparently  acts  first  as  a  protection  against  all 
mechanical  shocks  and  jars  which  are  taken  up  by  the  fluid; 
second,  ])v  protecting  the  embrvo  against  the  danger  of  desicca- 
tion; third,  by  protecting  it  against  adhesions  with  the  shell- 
membrane  and  embryonic  membranes,  and  lastly  by  providing 
space  for  the  ex})ansi<>n  of  the  allantois  and  consequent  increase 
of  the  respiratory  surface.  It  also  has  secondary  functions  in 
the  chick  in  connection  with  the  absorption  of  the  albumen  an<l 
the  inclusion  of  the  yolk-sac.  It  will  l)e  readily  understood, 
then,  why  anamniotic  embryos  usually  do  not  develop  far. 
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Watthing  (afUr  ton  Boer).  About  the  fourteenth  day  the 
growing  embryo  accommodates  itself  to  the  form  of  the  egg  so 
as  to  lie  parallel  to  the  long  axis  with  its  head  usually  towards 
the  broad  end  near  to  the  air-chamber.  Sometimes,  however, 
the  embryo  is  turned  in  the  reverse  position  (von  Baer).  The 
head  is  bent  towards  the  breast,  and  is  usually  tucked  under 
the  right  wing.  Important  changes  preparatory  to  hatching 
take  place  on  the  se\*enteenth  to  the  nineteenth  days.  The 
fluid  decreases  in  the  amnion.  The  neck  acquires  a  double  bend 
so  that  the  head  is  turned  forward,  and,  in  consequence,  the  beak 
is  towards  that  part  of  the  membranes  next  to  the  air-chamber. 
The  intestine  is  retracted  completely  into  the  body-cavity,  and 
on  the  nineteenth  day  the  yolk-sac  begins  to  enter  the  body- 
cavity.  On  the  twentieth  day  the  yolk-sac  is  completely  included, 
and  practically  all  the  amniotic  fluid  has  disappeared.  The 
chick  now  occupies  practically  all  the  space  within  the  egg, 
outside  of  the  air-chamber.  The  umbilicus  is  closing  over.  The 
ductus  arteriosi  begin  to  contract,  so  that  more  blood  flows 
through  the  lungs.  The  external  wall  of  the  allantois  fused  with 
the  chorion  still  remains  very  vascular. 

Now,  if  the  chick  raises  its  head,  the  beak  readily  pierces 
the  membranes  and  enters  the  air-chamber.  It  then  begins  to 
breath  slowly  the  contained  air;  the  chick  may  be  heard,  in  some 
cases,  to  peep  within  the  shell  two  days  before  hatching,  a  sure 
sign  that  breathing  has  begun.  But  the  circulation  in  the  allan- 
tois is  still  maintained  and  it  still  preserves  its  respiratory  func- 
tion. When  the  chick  makes  the  first  small  opening  in  the  shell, 
which  usually  takes  place  on  the  twentieth  day,  it  begins  to 
breathe  normally,  and  then  the  allantois  begins  to  dry  up  and 
the  circulation  in  it  rapidly  ceases.  It  then  becomes  separated 
from  the  umbilicus,  and  the  remainder  of  the  act  of  hatching  is 
completed,  usually  on  the  twenty-first  day. 
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CHAPTER  Mil 

THE  NERVOUS  SYSTEM 

I.   The  Neuroblasts 

The  account  given  in  Chapters  V  and  VI  outlines  the  origin 
of  the  larger  divisions  of  the  central  nervous  system  and  ganglia. 
The  subsequent  growth  and  differentiation  is  due  to  multiplica- 
tion of  cells,  aggregation  of  embryonic  nerve-cells,  or  neuro- 
blasts, in  particular  regions  or  centers,  the  formation  and  growth 
of  nerve-fibers  which  combine  to  form  nerves  and  tracts,  and 
the  origin  and  differentiation  of  nerve-sheaths,  and  the  support- 
ing cells,  neuroglia,  of  the  central  system.  The  most  important 
factors  are  the  origin  of  the  neuroblasts  and  of  nerve-fiters  in 
connection  with  them;  these  fibers  form  the  various  nerve-tracts 
and  commissures  within  the  central  nervous  system  and  the 
system  of  peripheral  nerves.  The  origin  of  neuroblasts  and  the 
development  of  fibers  Is  the  clue  to  differentiation  in  all  parts 
of  the  nervous  svstem. 

Neuroblasts  are  found  in  two  primary  locations  in  the  embryo; 
(1)  in  the  neural  tube,  and  (2)  in  the  series  of  ganglia  derived 
from  the  neural  crest;  these  are  known  as  medullary  and  gang- 
lionic neuroblasts  respectively.* 

The  Medullary  Neuroblasts.  In  the  neural  tulx;  of  the  chick, 
up  to  about  the  third  day,  there  are  present  only  two  kinds  of 
cells,  the  epithelial  cells  and  the  germinal  cells  (Fig.  138). 

The  epithelial  cells  constitute  the  main  bulk  of  the  walls, 
and  extend  from  the  central  canal  to  the  exterior;  their  inner 
ends  unite  to  form  an  internal  limiting  membrane  lining  the 
central  canal,  and  their  outer  ends  to  form  an  external  limiting 
membrane.  Kach  roll  in  the  lateral  walls  of  the  tul)e  is  much 
elongated  and  usually  shows  three  enlargements,  viz.,  at  each 
end  and  in  the  region  of  the  nucleus,  the  cell  l)eing  somewhat 
constricted    iK'tween    the    nucleus    and   each    end.     In    different 

*  Xeurohl.'f'ts  arise  a!.sf>  in  the  olfactory  epithelium.     (See  Chap.  IX.) 
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cells  the  nuclei  are  at  different  levels;  thus  in  a  section  several 
layers  of  nuclei  appear.  These  cells  are  not  closely  packed 
together,  except  at  their  outer  ends,  but  are  more  or  less  separated 
by  intercellular  spaces  that  form  a.  communicating  system  of 
narrow  channels. 


l;  of  Ihi'  Willi  of  till-  iH'iiml  tiiln;.  Tnms- 
ion  lliroiigh  ihc  n'Rion  of  llie  twenty-first  somite 
:  a  29  a  embryo.  Drawn  with  Zeiss  ■•  mm.  oil-imiuersiun. 
p.  ('.,  Central  catinl.  <•]>.  ('..  E|ii(Iielial  cells,  g.  ('.,  <ler- 
al  cells.     Ms'ch.jMesi'ncliyme. 


The  germinal  cells  sire  roiimlcd  cells  .situatcil  next  the  central 
canal  between  the  inner  ends  of  the  epithelial  colls;  karvokiiietic 
figures  are  very  conmion  in  them.  AccorditiK  io  His  the  gerniina! 
cells  are  the  parent  cells  of  the  neimiblasts  alnric;  it  is  probable. 
however,  that  they  arc  not  so  limited  in  function,  and  that  thry 
represent  primitive  cells  fiiim  which  proceed  other  epithelial 
cells  '  'onic  neuroglia  cells  as  well  as  neuroblasts. 
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A  narrow  non-micleated  margin,  known  as  the  marginal 
velum,  appears  in  the  lateral  walls  of  the  neural  tube  external 
to  the  nuclei  (Fig.  138).  This  is  occupied  by  the  outer  ends  of 
the  epithelial  cells.  At  this  time,  therefore,  three  zones  may 
be  distinctly  recognized  in  the  walls  of  the  neural  tube,  viz., 
(1)  the  zone  of  the  germinal  cells,  including  also  the  inner  ends 
of  the  epithelial  cells,  (2)  the  zone  of  the  nuclei  of  the  epithelial 
cells,  (3)  the  marginal  velum.  No  distinctly  nervous  elements 
are  yet  differentiated. 

Such  elements,  however,  soon  begin  to  appear:  Fig.  139  repre- 
sents a  section  through  the 
cord  of  a  chick  cmbrj'o  of 
about  the  end  of  the  third  day; 
it  is  from  a  tiolgi  preparation 
in  which  the  distinctly  nervous 
elements  are  stained  black,  and 
the  epithelial  and  germinal 
cells  are  seen  only  very  indis- 
tinctly. The  stained  elements 
are  the  neuroblasts,  and  it  will 
l>e  observed  that  they  form  a 
layer  roughly  intermediate  in 
position  between  the  marginal 
velum  and  the  nuclei  of  the 
epithelial  cells.  They  are 
u.sually  regarded  as  derived 
from  germinal  cells  that  have 
migrated  from  their  central 
position  outwards;  but  it  Ls 
pns.sible  that  some  of  them  may  have  been  derived  from  epithelial 
cells.  However  this  may  be  in  such  an  early  stage,  it  is  certain 
that  the  noiinibla-^ts  formed  later  are  derived  from  germinal  cells. 

It  will  be  observed  that  each  neuroblast  consists  of  a  cell- 
I>t>dy  and  a  process  ending  in  an  enlargement.  The  process 
arises  jis  an  outgrowth  of  the  cell-body,  and  forms  the  axis  cylin- 
der or  axone  of  a  ncrve-filjer;  the  terminal  enlargement  is  known 
as  the  cone  of  growth.  Iwcause  the  growth  processes  by  which 
the  axone  incn^a.-^es  in  length  are  presimiably  locate<l  here.  It 
may  Iw  .•Jtuted  iis  an  invariable  nilc  that  each  axone  process  of  a 
meilulliiry  neuroblast  arises  as  an  outgrowth,  and  grows  to  its 
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Fig.  139.  — Transverse  section  through 

the  spinal  cord  and   ^nglion   of   a 

chirk   almut   thi!   end   of   the    third 

day;    prepared    by    the    method    of 

Golgi.    (After  Ramon  y  Cajal.) 

r.,  Cones  of  (OTiwth.     Nbl.  1,2,  3,  4. 

Neuroblasts  of  the  laUral  wall  (1  and 

2);  of  Ihe  spinal  gwwlion  (3);  of  the 

ventral  horn  (motor  neuroblasla)  (4). 
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linal  termination  without  addition  on  the  part  of  other  cells. 
The  body  of  the  neuroblast  forms  the  nerve-cell,  from  which, 
later  on   secondary  processes  arise  constituting  the  dendrites. 

The  view  that  each  nerve-cell  with  its  axone  process  and 
dendntfis  is  an  original  cellular  individual  is  known  as  the  neurone 
theory  For  the  central  nervous  system  this  view  is  generally 
held  but  its  extension  to  the  peripheral  system  is  opposed  by 
some  on  the  ground  that  the  axone  in  penpheral  nerves  is  formed 
within  chains  of  cells  and  is  thus  stnctly  speaking  not  an  original 
product  of  the  neuroblast  though  it  may  be  continuous  with  the 
axis  cylinder  process  of  a  neuroblast  This  view  is  discussed 
under  the  penpheral  nervous  svstem 

Each   medullary   neuroblast   is   pnmarily   unipolar  and   the 
axone  ii    the   original    outgrowth. 
Soon     however,   secondary    proto- 
plasmic   processes   arise    from   the 
body  of  the  nerve-cell  and  form  the 
dendnt«s     These   appear   fiist    in 
certain  neuroblasts  of  the  ventro- 
literal   portion   of   the   embryonic 
^     cord  whose  processes  enter  into  the 
ventral  roots  of  spinal  nerves  (Fig, 
140)      The  extent  and  kind  of  de- 
velopment of  these  demiritic  pro- 
Fio     140  ^Trans%er8e   section     cesses     of    the     nerve-cells     varies 
through  the  Bpinal  cord  of  a     extraordinarilv  in  different  regions; 
chick    on    the    fourth  day  of     j  139  140,"  and  141  give  an  idea 

incubation     prepared    by   the        ...  ■  1     ■        1  .    ■      ,1 

method  of  Oolgt    (After  R.-    »'  """  "P"'  Jovelopmcnt  in  the 
monyCajal.)  motor  neuroblasts  up  to  the  eighth 

C.   a.,   Anterior   comniiasurp.      <lav. 

Ej;.T'i.>on<ly  ".i  ""o"'  T':  ■  •">«  G.ngliomc  Keuroblasls.  The 
White  matter  (marf-inal velum),     ganglionic  neuroblasts  are  located, 

homliT**'"'*  "^  '*'"  "'**""*'  ^'^  f^f^  """"^  implies,  in  the  series  of 
ganglia  derived  from  the  neural 
crest.  It  must  not  lie  supposed,  however,  that  all  of  the  cells 
of  the  ganglia  are  neuroblasts,  for  the  ganglia  contain,  in  all 
probability,  large  numl>ers  of  cells  of  entirely  different  function. 
(Sheath-cells,  *ee  peripheral  nervous  system.)  It  is  probable 
also  that  the  neurobla.sts  of  the  sjrinal  ganglia  and  some  cranial 
f  '  least,  are  of  two  original  kinds,  viz.,  the  neurobla-sts  of 
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the  dorsal  root  and  of  the  sympathetic  system.  The  first  kind 
only  itt  considered  here,  and  they  are  usually  called  the  gan- 
glionic neuroblasts  s.s.,  because  they  alone  remain  in  the  spinal 
ganglia.  Like  the  medullary  neuroblasts  these  neuroblasts  form 
outgrowths  that  become  axis  cylinder  processes;  but  they  differ 
from  the  latter  in  that  each  ganglionic  neuroblast  forms  two 
axones,  one  from  each  end  of  the  spindle-shaped  cells,  which  are 
arranged  with  their  long  axis  parallel  to  the  long  axis  of  the 
ganglion  (Fig,  139),  Thus  we  may  distinguish  a  central  process 
and  a  peripheral  process  from  each  neuroblast,  the  former  grow- 
ing towards  and  the  latter  away  from  the  neural  tube  (Fig.  139), 
In  other  words  each  ganglionic  neuroblast  is  bipolar,  as  contrasted 
with  the  unipolar  medullary  neuroblasts.  The  central  axone 
enters  the  dorsal  zone  of  the  neural  tube,  and  the  peripheral  one 
grows  out  into  the  surrounding  mesenchyme. 


Fm.  141.  —  Transvcrs<>  sretjon  through  the  spinal 
cord  of  a  9-day  chick   prepared  bj  the  method 
of  OolRi      (\fter  Ramon  y  Cajal  ) 
Cal..  Collaterals,     d.  R,,  Dorsal  root.     0.,  Gray 

matter.     Gn.,  Gunelion.     Nbl,  4,  Neuroblastof  the 

ventral  horn  (motor),  v.  R.,  Ventral  root.     W., 

White  matter. 

In  the  course  of  the  later  development  the  cell-body  moves 
to  one  side  so  that  the  central  and  peripheral  branches  appear 
nearly  continuous  (Fig,  141).  Farther  shifting  of  the  cell-body 
produces  the  characteristic  form  of  the  ganglionic  nerve-cell  with 
rounded  body  provided  with  stem  from  which  the  central  and 
|X'riplicr;il  branches  pass  off  in  opposite  directions.  The  central 
process  cntcni  the  marginal  vehim  near  its  dorsal  boundary  and 
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there  bifurcates,  producing  two  branches,  one  of  which  grows 
towards  the  head  and  the  other  towards  the  tail  in  the  dorsal 


Fio,  142.  —  Six  <%ntripetal  axoncs  of  the  dorsal 
root,  rif^rously  copied  From  a  good  preparation 
prepared  according  to  the  method  of  Golgi. 
From  a  longitudinal  and  tangential  section  of 
the  dorsal  column  of  the  spinal  cord  of  an  S- 
day  diick.  (After  Ramon  y  Cajal.) 
Ool.,  CoUaterals.  I,  2,  3,  4,  5,  6,  the  axones 
gU>ecord. 


•te  matter.    The   ascendinp;   and   dcRcendinp 

branches,  collaterals,  which  pass  deei>er 

'n  the  gray  matter  of  the  dorsal  horn. 
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Fig.  142  represents  six  central  processes  of  ganglionic  neuroblasts 
entering  the  cord  and  branching  as  described. 

After  this  preliminary  account  of  the  neuroblasts  we  may 
take  up  the  development  of  the  spinal  cord,  brain,  and  peripheral 
nervous  system. 

II.  The  Development  of  the  Spinal  Cord 

We  have  seen  that  the  epithelial  cells  of  the  neural  tube 
stretch  from  the  lumen  of  the  central  canal  to  the  exterior,  and 
that  the  nuclei  are  arranged  so  as  to  leave  the  outer  ends  free, 
thus  forming  the  marginal  velum. 

In  the  roof  and  floor  the  epithelial  cells  are  relatively  low, 
and  in  the  lateral  zones  much  elongated.  The  epithelial  cells 
are  added  to  at  first  by  transformation  of  some  of  the  germinal 
cells;  but  they  do  not  appear  to  multiply  by  division,  and  as 
development  proceeds  they  become  more  and  more  widely  sep- 
arated, the  interstices  being  filled  up  by  neuroblasts,  embryonic 
glia  cells,  and  fiber  tracts.  As  the  wall  of  the  neural  tube  grows 
in  thickness,  the  epithelial  cells  become  more  and  more  elongated, 
seeing  that  both  external  and  internal  connections  are  retained; 
and,  as  the  growth  takes  place  mainly  external  to  their  nuclear 
laver,  the  latter  becomes  reduced,  relative  to  the  entire  thickness 
of  the  neural  tube,  to  a  comparatively  narrow  zone  surrounding 
the  central  canal,  and  is  now  known  as  the  ependyma  (Fig.  143). 
Cilia  develop  on  the  central  ends  of  the  ependymal  cells  in  the 
central  canal,  and  from  the  outer  end  of  each  a  branching  process 
extends  to  the  periphery  anastomosing  with  neighboring  epen- 
dymal processes  so  as  to  form  a  skeleton  or  framework  enclosing 
the  other  cellular  elements  and  fibers  of  the  central  system. 

Beginning  with  the  third  day  a  new  layer  appears  between 
the  nuclei  of  the  epithelial  cells  and  the  marginal  velum.  This 
layer,  known  as  the  mantle  layer,  is  composed  of  neuroblasts 
and  embryonic  glia  cells,  and  represents  the  gray  matter  (Figs. 
139  and  140).  The  white  matter  of  the  cord  is  laid  down  in 
the  marginal  velum.  The  sources  of  the  cells  composing  the 
mantle  layer  may  be  twofold,  viz.,  from  the  young  epithelial 
cells  or  from  the  germinal  cells.  According  to  some  authors 
young  epithelial  cells  may  be  transformed  into  either  neuroblasts 
or  neuroglia  cells.  Thus  the  form  of  the  youngest  neuroblasts 
in  Fig.    139  indicates  derivation  from  epithelial  cells,  but  this 
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cannot  be  regarded  as  proved,  Simiiarly  intermediate  stages 
between  epithelial  and  true  glia  cells  are  apparently  shown  in 
Fig,  143.  However,  there  can  be  but  little  doubt  that  the  prin- 
cipal source  of  the  neuroblasts  of  the  mantle  layer  is  the  germinal 
cells,  that  migrate  outwards  between  the  bodies  of  the  epithelial 
cells.  The  germinal  cells  continue  in  active  division  up  to  at 
least  the  eleventh  day,  and  their  activity  seems  sufficient  to 
provide  for  all  the  cellular  elements  of  the  mantle  layer,  whereas 
the  epithelial  cells  apparently  do  not  divide  at  all.  Moreover, 
mitoses  are  not  infrequent  in  some  cells  of  the  mantle  layer  itself. 


Fio.  143.  —  Transvprse  spplion  of  Ihn  cord  of  a 
niniMlay  chick  to  show  neuroglia  amj  ogHmilyiiial 
cells;  prepared  by  (he  method  i>(  GolRi,     {After 
Ramon  y  Cajal.) 
n.p  Dorxal.    Ep.,  P^jM'mlyninl  cells.    N'gl.,  Xcu- 

roglift  cells.     V.,  Ventral. 

The  form  of  the  gray  matter  in  the  con!  in  siicces.sive 
stages  is  shown  in  FifCs.  144,  14,),  ami  146,  representing  sections 
of  the  cord  at  five,  eight,  and  twelve  day.'^.  It  will  lie  seen  that 
the  gray  matter  gains  verj'  rapidly  in  iTii|)ort;ince  l)etween  the 
fifth  and  the  eighth  days. 


Attention  Mhiiuld  be  directed  to  a  griiiii)  of  iieii 
the  extenial  margin  nf  the  white  ni.itler  just  abrivt 
This  is  known  as  Hoffmann  «  jmcleus;  it  extends  tlie 
cord  (Fig.  Ufi,  twelve  diiys). 

The  white  matter  of  the  cord  gains  in  inijxirtanre  at 
rate  (Figs.   144,  145,  14(i).     It.s  pn)duction  is  duo  to  i 


iib]a,"!(,<  .sittiatetl  at 
the  ventral  roots, 
■nlire  length  of  the 

in  equal 
ceniling 
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and  despending  tracts  of  fibers  derived  from  medidlary  and 
ganglionic  neiiroblaata.  The  dorsal  and  ventral  roota  of  the 
spinal  nerves  divide  it  on  each  side  into  three  main  columns, 
viz.,  dorsal  situated  above  the  donial  nmt.  lateral  situated  l)e- 
tween  diirsal  and  vcntrji!  niotrj,  and  ventral  situated  below  the 


»^j: 


Kici.  m.  —  TraQsvcrae  scclion  thruilpjlll  ihr?  ct'rviciil  sivi-lling 
of  the  spinal  cord  of  a.  chick,  middle  of  the  Htlli  day.    tAfler 
V.  Kupffcr.) 
bl.  v.,  Blood  vpBsel.    C,  a...  Anlerior  commissun'.     C.  Ceii- 

tml  cnniil.     A..  (Irounuf  nxonexnt  thclevet  of  thcdorHal  root. 


ventral  roots.  The  dorsal  column  Iwpns  first  as  a  bundle  of 
fibers  at  the  entrance  of  the  fibers  of  the  dorsal  root  {Fig.  144). 
Subsequently,  other  fibera  eome  in  this  region  and  gradually 
extend  towards  the  dorsal  middle  line,  displacing  the  ependyma 
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and  eray  matter  (i'lz.  145.  eight  iia\>-.  but  the  ':"r^:ii  o-pl'^mas 
of  the  t«fj  si'les  are  siill  sejiarateti  in  tlie  nie'lian  line  i  y  a  i>ri"iad 
«epiiim  fti  ependymal  eells.  Later  tV'u:.  liH.  twelve  liay*'  thL* 
septum  lieromes  ver\-  narniw,  and  the  a'fumulatinn  of  t:;*r>  in 
the  dorsal  /"olumn.-;  cau^e.*  the  latter  to  prtijeci  i^n  eaeh  siie  of 
the  niiiMIc  line,  thii*  forminsr  an  a'-tual  (i.^.-iire  Ix-twetn  ^h^■m. 


Ki.i.  I4.V  —  Traii7.v,-r-.'  -.-tiMii  iv.r-. 
-.I-inal  K.-iiidi..n  ..f  ;ui  .-inKt-by  An,-k. 
(■.■„tr.. Ontnini -i v.n.hr.x.     .1.  R..  TK. 
Spinal  4  iuiiiiliim.     (In.  >V]ii|<..  Svtnivitii 
III.  X..  SM.rt-  nuH- 1-.    "K.  .■..»..'.  Ri^r.i 
saIR     it.  v..  Ri.TNH''  v.nrm::-.     >[.-.  >|.;i 
Ventral  n*.!.     Wh.  M..  WUi-  ii;a--.-r. 


Centrat  Canal  and  Fissures  of  the  Cord.  Tl.e  'ci'.rral  (-anal 
passes  throiiirli  a  s'-rif-  o:  i-ha!;'.:^-'  i-f  i..r::i  i::  ^.'I'lTuim:  the  prac- 
tically  eirviilar  ceiitra!  far.al  <■:  tin-  iv.'.W  :.T!;>-.'.  .-..yr!.  I'ji  ■.. 
the  ."ixth  day  it  is  c'n.niiaH-d  dus^o-vfir-a'.ly.  i;-'.ially  »:^rr>'\ve-il 
in  the  miildli;  witli  ii..tti  •\<  r*al  ar.d  vfs-.tial  <-iiian:oi:;ent>.    Abuut 
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the  seventh  day  the  dorsal  portion  begins  to  be  obliterated  by 
fusion  of  the  ependymal  cells,  and  is  thus  reduced  to  an  epen- 
dymal  septum.  On  the  eighth  day  this  process  has  involved  the 
upper  third  of  the  canal;  the  form  of  the  canal  is  roughly  wedge- 
shaped,  pointed  doraally  and  broad  ventrally  (Fig.  145).  The 
continuation  of  this  process  leaves  only  the  ventral  division  as 
the  permanent  canal. 

At  the  extreme  hind  end  of  the  cord  the  central  canal  becomes 
dilated  to  form  a  relatively  lai^e  pear-shaped  chamber  with  thin 
undifferentiated  walls  (Fig.  148);  the  terminal  wall  is  still  fused 
with  the  ectoderm  at  eight  days,  and  the  chamber  appears  to 
have  a  maximum  size  at  this  time.  At  eleven  days  the  fusion 
with  the  ectoderm  still  exists,  and  the  cavity  is  smaller. 


Fio.   MB.  —  Traiisvcrac  section  thruugh  the 
cervical  i^wclling  of  the  spina!  cord  of  a 
l^-day  chick,     (After  v.  Kupffer.) 
C,  Central  canal,     d.  H.,  Dorsal  horn  of 

the  itray  mntter.     Ep.,  Epondyma.     N.  H., 

Nudi'us  of  Hoffmann,     h.  d.,  Donal  fiuaure. 

s.  v..  Ventral  fissure,     v.  H.,  Ventral   bom 

ot  tlie  gray  matter. 

The  development  of  the  so-called  dotrial  and  ventral  fissures 
is  essentially  different.  The  entire  ventral  longitudinal  fissure 
of  the  coril  owes  its  oriRiii  to  growth  of  the  ventral  columns  of 
gray  and  white  matter  which  protrude  below  the  level  of  the 
oriffiiud  floor  (I'ijiw.  14.^  and  146),  and  the  latter  is  thus  left  be- 
tween the  inner  end  of  the  fissure  and  the  central  canal.  The 
dorsal  lonniHnlinnl  fissure  on  the  other  hand  is  for  the  most  part 
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a  KOptiim  produced  by  fusion  of  the  walls  of  the  intermediate 
ftnd  dorHal  jK)rtions  of  the  central  canal;  there  is,  however,  a  true 
fiHHtire  pro(hiced  by  protnision  of  the  dorsal  columns  of  white 
matt-or  (Fi^.  140).  This  is,  however,  of  relatively  slight  extent. 
The  original  roof  of  the  canal  is  therefore  found  between  the 
(lorHal  HCptuin  and  the  fissure. 

Neuroblasts,  Commisstires,  and  Fiber  Tracts  of  the  Cord.  The 
mr<lullary  n(Min)l)hists  may  l)e  divided  into  four  groups:  (1)  The 
Kr»t  gn)Up.  or  motor  neun)l)lasts,  form  the  fibers  of  the  ventral 
mot^  of  tho  spinal  nerves.  These  are  situated  originally  in  the 
\Tntn)-laU*ral  zone  of  the  gray  matter  (Figs.  144,  145,  146); 
thoy  ixtv  n^latively  large  and  form  a  profusion  of  dendrites  (Figs. 
140»  141).  As  thev  incn^ase  in  number  and  size  thev  come  to 
form  a  vrry  ini|H)rtant  com[H)nent  of  the  ventral  horn  of  the  gray 
matter  anil  contribute  to  itv»?  protnision.  (2)  The  second  group 
may  U»  calUnl  thr  ci>n\nussurjd  neun>bhists.  These  are  situated 
originally  n\ainly  it\  tho  latenvl  and  dorsal  portions  of  the  mantle 
la\Tr»  but  an*  scattennl  thn>ughout  the  gray  matter,  and  their 
avist  oyliinlors  gr\nv  \vi\tnilly  ami  cri>ss  o\-er  to  the  opposite  side 
of  tho  ivr\l  thrvnigli  the  tUn^r  i,Fig^.  loD  and  140).  and  thus  form 
tiw  autvriin*  or  white  ivmrnissurt*  of  the  c\>rvl.  (:>^  The  cells  of  the 
tilvr  tr;wt>i  an^  >ioattea\l  thrvnisrhoui  tho  cruy  matter,  and  are 
clu>n-:^otoM -vvi  b\  tho  tVt  tii.^t  tho:r  avis  oyI::Kie!>>  enter  the  white 

:'.o>  :v..iy  b:r:r^.'ii:e,  r-imishins 
:*:^  *'-:v-v"\  -  ::\^y  >:n:rty  t-m 
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and  150  show  median  and  lateral  sagittal  sections  of  the  same 
stage. 

The  flexures  nf  the  brain  at  this  stage  are:  (1)  the  cranial 
flexure  marked  by  the  plica  encephali  ventralis  on  the  ventral 
surface,  (2)  the  cervical  flexure  at  the  junction  of  myelencephalon 
and  cord,  somewhat  reduced  in  this  stage,  and  (3)  the  pontine 
flexure,  a  ventral  projection  of  the  floor  of  the  myelencephalon. 


, 

Comj^l 

i 

\ 

1^    ,  n 

W 

> 

/ 

jxmf.r/                      ' 

<.// 

Fio.  147.  —  UisHOclion  of  the  brain  of  an  8-day  chick.     For  dcacription  Hee 
t«xt.     The  arrows  shown  in  the  figure  lie  near  the  dorsal  and  ventral  boun- 
daries of  the  foramen  of  Monro, 
rh.  n.,  Choroid  plexus.     Com.  ant.,  Anterior  commisBure.     Com.  post.. 
Posterior   commissure.    C.    str,,    Corpus    striatiim.     Ep.,    Epiphysis.     H., 
llcmisphpn;.     liyp..   I ly|>ophyHis.     L.   t.,   Lamina  terminalis.     Myel.,  Mycl- 
cnerphalon.     olf.,  Olfurlory   nerve,     op.  N.,  Ontic   chiasma.     op.  L..  Optic 
liilie.     Par.,    Paraphysis.     Paren.,   Parenccphalon.     pi.  enc.  v.,   Plica  en- 
eephali  ventralis.     pont.  Fl.,  Pontine  flexure.     Rec.  op.,  Reeessus   opticus. 
S.  Inf.,  Saceus  infuiulibuli.      Tel.  nied.,  Telencephalon  medium.     Th.,  Tha- 
lamus,    T.  tr.,  Toni.>i  transversiis.     Tr.,  CommiKsura  Irochlearis. 

T)ie  lilies  a-o,  b-li,  c-c,  d-d,  e-e,  f-f,  represent  the  planes  of  section  A, 
H,  C,  D,  E,  and  K  of  Fig.  151. 

Telencephalon.  The  telencephalon  is  bounded  posteriorly, 
:is  noted  in  tlio  last  cliapter,  by  the  line  drawn  from  the  velum 
triinsvrrsuni  to  (be  recefwus  opticuK.  The  telencephalon  medium 
has  pr()wn  but  little  since  the  fourth  day,  but  the  hemispheres 
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have  expanded  enormously,  particularly  anteriorly  and  dorsally, 
and  their  median  surfaces  are  flattened  against  one  another  in 
front  of  the  lamina  terminalis,  which  forms  the  anterior  boundary 
of  the  telencephalon  medium  (Figs.  148,  149).  Posteriorly  the 
cerebral  hemispheres  extend  to  about  the  middle  of  the  dien- 
cephalon  and  their  lateral  faces  are  rounded.  The  lateral  walls 
of  the  hemispheres  have  become  enormously  thickened  to  form 
the  corpora  striata  (Figs.  147  and  151  A),  and  the  superior  and 
lateral  walls  have  remained  relatively  thin,  forming  the  mantle 
of  the  cerebral  hemispheres  (pallium).  Thus  the  cavity  of  the 
lateral  ventricle  is  greatly  narrowed. 

The  dissection  (Fig.  147)  shows  the  corpus  striatum  of  the 
right  side  forming  the  lateral  wall  of  the  hemisphere,  and  extend- 
ing past  the  aperture  (foramen  of  Monro)  between  the  lateral 
and  third  ventricles  towards  the  recessus  opticus,  where  it  comes 
to  an  end. 

The  olfactory  part  of  the  hemispheres  is  not  well  differen- 
tiated from  the  remainder  in  the  chick  embryo  of  eight  days. 
There  is,  however,  a  slight  constriction  on  the  median  and  ventral 
face  (Fig.  147)  which  may  be  interpreted  as  the  boundary  of  the 
olfactory  lobe. 

The  telencephalon  medium  is  crowded  in  between  the  hemi- 
spheres and  the  diencephalon;  it.s  cavity  forms  the  anterior  end 
of  the  third  ventricle,  and  communicates  anteriorly  through  two 
slit.^,  the  foramina  of  Monro,  with  the  lateral  ventricles  in  the 
hemisphere.  In  Fig.  147,  the  upper  and  lower  boundaries  of 
the  foramen  of  Monro,  are  indicated  by  the  grooves  on  either 
side  of  the  posterior  end  of  the  corpus  striatum.  A  hair  intro- 
duced from  the  third  ventricle  into  the  lateral  ventricle  through 
the  foramen  of  Monro  in  the  position  of  the  arrow  in  Fig.  147, 
can  be  moved  up  and  down  over  the  whole  width  of  the  striatum. 
The  lateral  walls  of  the  telencephalon  medium  are  formed  by 
the  posterior  ends  of  the  corpora  striata  and  are  therefore  very 
thick. 

The  lamina  terminalis  passes  obliquely  upwards  and  forwards 


cavity.  Cos.,  Oesophagus,  p.  A.,  Pulmonary  arch,  par.,  Paraphysis.  P.  C, 
Pericanlial  cavity.  Roc.  op.,  Rc»cossus  opticus.  R.,  Kectuni.  S.  Inf.,  Saccus 
infumlibuli.  T.,  Tonpuc.  Tel.,  Med.  Telencephalon  medium.  Tr.,  Trachea. 
V.  1,  10,  20,  30,  First,  tenth,  twentieth  and  thirtieth  vertebral  centra,  r.  A., 
right  auricle.  Vel.  tr.,  Velum  transversum.  V.  o.  m..  Omphalomesenteric 
vein.     V.  umb.,  Umbilical  vein. 
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from  tlie  reoessiis  opticus  to  the  rrgion  lietwocn  the  foramina  of 
Monro.  It  is  vcrj'  thin,  exrcptinp  near  its  center,  where  it  is 
thickened  to  form  the  torus  IransvrrauK,  contiiining  the  anterior 
commissure.  At  its  dorsjil  summit  it  is  contimioiuj  with  the 
roof  of  t])e  telencephalon  medium,  which  has  formed  a  pouch- 
like ovatjination,   the   jmrajihi/nh.     Just   l)ehind   the   paraphysis 


iiin  j-iiv'ill,.!  wrlHHi  i.f  llic  hnun  i.f  a  <'liick  citihrvo  of  7 
tluys.     (,\fi(T  V,  Kii|](T.T.l 

p..  (■.■rc-lK-llmn.  <■;...  Anicrir.r  c-..iTiiiiUsim-.  <■■).,  N..i<,Hi«r<I.  ch.,  l>n>- 
j.--'lif.n  i.f  llii-  ..ptic  rlibMi.:..  cp...  I>.,st,Ti»r  n.nuiiisMiiT.  v..  Ki.i|.hvsw. 
<•'..  I-Liriiplivsis,  hv..  Mv|,oi)l.v-is.  I.,  InfiinJitiiLliiTii.  li„  [.j.Tiiinsil.Tii.i- 
luilis.  r^.|i.,  0|i(ic  l.,l»..  M'„  M.>>.-ii<rpli!.l..ii.  Ml..  ,\l.'U.nr.'|.iialim. 
iipl.,  Cliia^iii'i  iif  llii'.iptic  rii-rvc^i.  p..  I'iiri>invpli:iliin.  ni.,  KwsstiH 
ciptidiH.  s..  SiKTiLs  iiifiiTiilibiili.  »■..  Svni'iiri>pli;.lcin,  (p..  .Mtimiiiilliin- 
tlllH-ri'lc.     (p..  Tiil«T<'iiliiiiL  pi.sliTiii>,     1r,,  Torus  iraii-i.Tvus.   Tr..  ll.-- 

Vl'iii rieiitus   linpiir   li'li'ticopliiili.     vp.,  Vi'liiin  iiii-'liili:irc'  pnMcriiis. 

is  the  vdutii  (raiisvoi-suni.  wIicit  the  n.i.f  U-u<U  upwards  shariily 
into  the  nn.t  .,f  tlie  .licn.-cj.l.alon.  The  opilli<li;il  w;ill  aninnd 
the  iM-nd  is  f.,l.l..d  to  f..nn  llio  .■lu.i-..i.|  plexus  nf  ii„.  tliii'il  vt-n- 
triclo.  which  is  contimu-.l  fi.nv:ir.l  intu  the  li.tcNil  vcnirifle  alont; 
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the  median  wall  of  the  hemisphere,  ending  anteriorly  in  a  free 
branched  tip  (Fig.  147,  ch.  PI.) 

The  principal  changes  in  the  telencephalon  since  the  third 
day  comprise:  (1)  great  expansion  of  the  hemispheres  and 
thickening  of  the  ventro-lateral  wall  to  form  the  corpora  striata; 
(2)  origin  of  the  paraphysis  which  arises  as  an  evagination  of  the 
roof  just  in  front  of  the  velum  trans versum  about  the  middle  of 
the  fifth  (lay;  (3)  formation  of  the  choroid  plexus;  (4)  origin  of 
the  anterior  commissure  within  the  lamina  terminalis;  (5)  develop- 
ment of  the  olfactory  region.  The  general  morphology  of  the 
adult  telencephalon  is  thus  well  expressed  at  this  time. 

The  Dlencephalon  has  undergone  marked  changes  since  the 
third  day.  The  roof  of  the  parencephalic  division  has  remained 
very  thin,  and  has  expanded  into  a  large  irregular  sac  (Figs. 
147  and  148),  situated  between  the  hinder  ends  of  the  hemispheres. 
The  attachment  of  the  epiphysis  has  shifted  back  to  the  indenta- 
tion between  parencephalic  and  synencephalic  divisions,  and  the 
epiphysis  itself  has  grown  out  into  a  long,  narrow  tube,  dilated 
distally,  and  provided  with  numerous  hollow  buds.  In  the  roof 
of  the  synencephalic  division  the  posterior  commissure  has  de- 
veloped (Fig.  147).  In  the  floor  the  chiasma  has  become  a  thick 
bundle  of  fibers,  and  the  infundibulum  a  deep  pocket,  from  the 
bottom  of  which  a  secondary  pocket  (saccus  infundibuli)  is  grow- 
ing out  in  contact  with  the  posterior  face  of  the  hypophysis. 
Following  the  posterior  wall  of  the  infundibulum  in  its  rise,  we 
come  to  a  slight  elevation,  the  rudiment  of  the  mammillary 
tul)ercles;  just  beyond  this  is  a  transverse  commissure  (the  in- 
ferior commissure);  and  the  diencephalon  ends  at  the  tuberculum 
posterius. 

The  hypophysis  has  become  metamorphosed  into  a  mass  of 
tubules  enclosed  within  a  mesenchymatous  sheath;  the  stalk  is 
continuous  with  a  central  tubule  representing  the  original  cavity 
from  which  the  other  tubules  have  branched  out  (Fig.  148),  and 
it  may  \ye  followed  to  the  oral  epithelium  from  which  the  whole 
structure  ori^jjinally  arose. 

The  lateral  walls  of  the  diencephalon  have  become  immensely 
thickened,  both  dorsally  and  ventrally,  and  a  deep  fissure  (Fig. 
147)  is  found  on  the  inner  face  at  the  anterior  end,  between  the 
dorsal  and  ventral  thickenings.  The  deepest  part  of  the  fissure 
is  a  short  distance  l)ehind  the  velum  trans  versum;  from  this  a 
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short  spur  runs  forward,  a  still  shorter  one  ventrally,  and  the 
longest  arm  extends  backwards,  gradually  fading  out  beyond 
the  middle  of  the  diencephalon.  This  fissure  is  not  a  continuation 
of  the  sulcus  Monroi,  or  backward  prolongation  of  the  foramen 
of  Monro,  but  is,  on  the  contrary,  entirely  independent. 

The  lateral  thickenings  of  the  diencephalon  constitute  the 
thalami  optiri,  each  of  which  may  be  divided  into  epithalamic, 
mesothalamic,  and  hypothalamic  subdivisions.  In  the  chick  at 
eight  days  there  is  a  deep  fissure  between  the  epi-  and  meso- 
thalamic divisions  (the  thalamic  fissure,  Yig.  147).  The  substance 
of  the  epithalamus  forms  the  ganglion  habenulae.  The  meso- 
thalamic and  hypothalamic  divisions  are  not  clearly  separated. 
The  transition  zone  between  the  diencephalon  and  mesencephalon 
is  sometimes  called  the  metathalamus. 

The  mesencephalon  has  undergone  considerable  changes  since 
the  third  day.  The  dorso-lateral  zones  have  grown  greatly  in 
extent,  at  the  same  time  becoming  thicker,  and  have  evaginated 
in  the  form  of  the  two  large  optic  lobes.  Hence  the  median 
portion  of  the  roof  is  sunk  in  between  the  lobes  (Fig.  147),  and  is 
much  thinner  than  the  walls  of  the  lobes.  The  dorso-lateral 
zones  and  roof  thus  form  a  very  distinct  division  of  the  mesen- 
cephalon, known  jis  the  tectum  lohi  optrci.  The  ventro-lateral 
zones  and  floor  have  thickened  greatly  and  form  the  basal  divi- 
sion of  the  mesencephalon.  The  ventricle  of  the  mesencephalon 
thus  becomes  converted  into  a  canal  (aqueduct  of  Sylvius),  from 
which  the  cavities  of  the  optic  lobes  open  off. 

In  the  metencephalon  likewise  there  is  a  sharp  distinction 
between  the  development  of  the  dorso-lateral  zones  and  roof, 
on  the  one  hand,  and  the  ventro-lateral  zones  and  floor  on  the 
other.  From  the  former  the  cerebellum  develops  in  the  form 
of  a  thickening  overhanging  the  fourth  ventricle.  This  thick- 
ening is  relatively  inconsiderable  in  the  middle  line  (cf.  Figs.  148 
and   150).     Thus  the  future  hemispheres  of  the  cerebellum  are 


tooth.  Eust.,  Eustachian  tulx'.  Gn.  1,  13,  First  and  thirteenth  spinal 
panplia.  Clon.,  Gonad.  Honi.,  Hemisphere.  Lap.,  Lagena.  Ljj.,  Lunjj.  M., 
Mantle  of  Hcnusphere.  Msn.,  Mesone{)hros.  Olf.  L.,  Olfactory  lolx».  Olf. 
\.,  Olfactory  norve.  P.  C.  Pericardial  cavity.  Pz.  5,  The  fifth  i>ost-zyjra- 
pophysis.  il.  V.  1,  2.  Last  two  cervical  ribs.  R.  th.  1,  5,  First  ami  fifth  tho- 
racic ribs.  S.  pc-per.,  Septum  }>ericardiaco-{)eritoneale.  S'r.,  Suprarenal. 
Symp.,  Main  trunk  of  the  sympathetic.  Str.,  Corpus  striatum.  V.  1.  10, 
20,  30,  First,  tenth,  twentieth  and  thirtieth  vertebral  arches.  V.  C.  L,  Vena 
cava  inferior.     V.  L.  L.,  Ventral  ligament  of  the  liver. 
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indicated.  The  surface  is  still  smooth  at  the  eighth  day,  but 
on  the  tenth  and  eleventh  days  folds  of  the  external  surface 
begin  to  extend  into  its  substance,  without,  however,  invaginat- 
ing  its  entire  thickness.  These  are  the  beginnings  of  the  cere- 
bellar fissures. 

The  floor  and  ventro-lateral  zones  of  the  metencephalon  enter 
into  the  formation  of  the  pons. 

In  the  roof  of  the  isthmus,  or  constricted  region  between 
cerebellum  and  mesencephalon,  is  found  a  small  commissure 
produced  by  decussation  of  the  fibers  of  the  trochlearis  (Fig.  147). 

In  the  wall  of  the  myelencephalon  the  neuromeres  have  dis- 
appeared. The  thin  epithelial  roof  has  become  more  expanded 
in  the  anterior  part  (Figs.  147  and  148).  Floor  and  sides  have 
become  greatly  thickened. 

Commissures.  The  brain  commissures  existing  at  eight  days 
are  the  anterior,  posterior,  inferior,  and  trochlearis  (Fig.  149). 
In  the  next  four  or  five  days  two  more  appear,  viz.,  the  com- 
missura  pallii  anterior  (Kupffer),  corresponding  to  the  corpus 
callosum  of  mammalia  and  the  commissura  habenularis. 

The  development  of  the  various  nuclei  and  fiber  tracts  of 
the  bird's  brain  is  entirely  unknown  and  affords  an  interesting 
topic  for  research. 

IV.   The  Peripheral  Nervous  System 

The  peripheral  nervous  system  comprises  the  nerves  which 
span  between  peripheral  organs  and  the  central  nervous  system. 
There  are  fifty  paire  in  a  chick  embryo  of  eight  days,  of  which 
twelve  innervate  the  head,  and  thirty-eight  the  tnmk,  distin- 
guished respectively  as  cranial  and  spinal  nerves.  It  is  con- 
venient for  purixxses  of  description  to  consider  cranial  and  spinal 
nerves  separately,  and  to  take  up  the  spinal  nerves  first  because 
they  are  much  more  uniform  in  their  mode  of  development 
than  the  cranial  nerves,  and  also  exhibit  a  more  primitive  or 
typical  condition,  on  the  basis  of  which  the  development  of  the 
cranial  nerves  must  be,  in  part,  at  least,  explained. 

The  Spinal  Nerves.  Ea^h  spinal  nerve  may  be  divided  into 
a  somatic  portion  related  primarily  to  the  somatopleure  and  axis  of 
the  embryo,  and  a  splanchnic  portion  related  primarily  to  the 
splanchnopleure  and  its  derivatives.  In  each  of  these  again  a 
motor  and  sensory  component  may  be  distinguished.     Thus  each 
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Fki,   151,  —  Six  IrensviTse  smitions  (hroiiRh  tlio  hniin  of  nn  S^lay  cliiek  in 
the  pUtiPs  rppres«it«i  in  Fi((.   147. 

CM.,  Cerebellum.  F.  M.,  Foramen  of  Monro,  Gn.  V.,  Ganglion  of  ihe 
trigeminus,  Islh,,  IsthnuH.  U,  d,,  Diverticulum  of  the  iter.  lat.  V., 
Lati-ml  ventriele.     Other  ahbrevinliona  us  before  (Fig.  1-17). 
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spinal  nerve  has  four  components,  viz.,  somatic  motor,  somatic 
sensory,  splanchnic  motor,  and  splanchnic  sensory,  the  two  latter 
constituting  the  so-called  sympathetic  nervous  system.  It  is 
obvious,  of  course,  that  the  splanchnic  components  must  be 
missing  in  the  caudal  nerves.  The  somatic  and  splanchnic  com- 
ponents will  be  considered  separately. 

Somatic  Components,  Each  spinal  nerve  arises  from  two  roots, 
dorsal  and  ventral  (Fig.  145).  The  fibers  of  the  former  arise  from 
the  bipolar  neuroblasts  of  the  spinal  ganglia;  the  fibers  of  the  ven- 
tral root,  on  the  other  hand,  arise  from  a  group  of  neuroblasts  in 
the  ventral  portion  of  the  cord.  The  roots  unite  in  the  interver- 
tebral foramen  to  form  the  spinal  nerve.  Typically,  each  spinal 
nerve  divides  almost  immediately  into  three  branches,  viz.,  a  dor- 
sal branch,  a  ventral  branch,  and  a  splanchnic  branch  to  the  sym- 
pathetic cord;  the  last  is  known  as  the  ramus  communicans. 

Fig.  145  represents  a  section  passing  through  the  twentieth 
spinal  nerve  of  an  eight-day  chick.  The  dorsal  and  ventral  roots 
unite  just  beneath  the  spinal  ganglion;  fibers  are  seen  entering 
the  sympathetic  ganglion  {ramus  communicans)]  the  ventral 
branch  passes  laterally  a  short  distance  where  it  is  cut  off; 
beyond  this  point  it  can  be  traced  in  other  sections  in  the 
next  posterior  intercostal  space  more  than  half-way  roimd  the 
body-wall;  that  is,  as  far  as  the  myotome  has  extended  in  its 
ventral  growth.  The  dorsal  branch  arises  at  the  root  of  the 
ventral  and  passes  dorsally  in  contact  witli  the  ganglion  to 
branch  in  the  dorsal  musculature.  This  nerve  may  he  regarded 
as  typical  of  the  spinal  nerves  generally. 

There  are  thirty-eight  spinal  nerves  in  an  embryo  of  eight 
days.     The  first  two  are  represented  only  by  small  ventral  roots. 

The  first  two  spinal  ganglia  are  rudimentary  in  the  embryo  and 
absent  in  the  adult,  hence  the  ganglion  illustrated  in  Fig.  145  is  the 
eighteenth  of  the  functional  series  (see  Fig.  149);  it  lies  between  the 
nineteenth  and  twentieth  vertebric. 

The  fourteenth,  fifteenth,  and  sixteenth  are  the  principal 
nerves  of  the  brachial  plexus,  and  have  unusually  large  ganglia. 
The  twenty-third  to  the  twenty-ninth  are  the  nerves  of  the  leg 
plexus,  the  thirtieth  to  the  thirty-second  innervate  the  region 
of  the  cloaca  and  the  remainder  are  caudal.  The  special  mor- 
phology of  the  spinal  nerves  does  not  belong  in  this  description. 
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There  are  one  or  two  vestigial  ganglia  behind  the  thirty-eighth  nerve, 
evidently  in  process  of  disappearance  at  eight  days. 

The  early  history  of  the  spinal  nerves  is  as  follows:  The  axis 
cylinder  processes  of  the  fibers  begin  to  grow  out  from  the  neuro- 
blasts about  the  third  day  (cf.  p.  235).  At  this  time  the  myo- 
tomes are  in  almost  immediate  contact  with  the  ganglia;  thus 
the  fibers  have  to  cross  only  a  very  short  space  before  they  enter 
the  myotome.  The  further  growth  is  associated  with  the  growth 
and  differentiation  of  the  myotome  between  which  and  the 
embryonic  nerve  there  is  a  very  intimate  relation  of  such  a  sort 
that  the  nerve  follows  the  mvotome  and  its  derivatives  in  all 
changes  of  position.  Thus  nerves  do  not  need  to  grow  long 
distances  to  establish  their  connections,  but  these  are  formed 
at  a  very  early  period.  This  accounts  for  the  motor  fibers;  the 
way  in  which  the  sensory  fibers,  that  arise  from  the  spinal  ganglia, 
reach  their  termination  is  not  known. 

Sheath-cells  and  Cell-chain  Hypothesis.  No  embryonic  nerve 
consists  entirely  of  axones,  but,  from  the  start,  each  nerve  trunk 
contains  numerous  nuclei.  The  latter  belong  to  cells  which  have 
been  given  two  radically  different  interpretations,  corresponding 
to  two  distinct  theories  concerning  the  neuraxone. 

(1)  The  first  theory,  known  as  the  neurone  theory,  is  the  one 
tacitly  followed  in  the  preceding  description  and  may  be  stated 
as  follows:  the  nerve-cell,  dendrites  and  axone,  including  the 
terminal  arborization,  constitute  a  single  cellular  individual  or 
unit,  differentiated  from  the  neuroblast  alone.  The  nuclei  in 
the  embryonic  nerves  therefore  belong  to  cells  that  are  foreign 
to  the  primary  nerve.  Their  function  is  to  form  the  various 
sheaths  of  the  nerves,  viz.,  the  sheaths  of  the  individual  axones 
and  the  endo-,  |iori-,  and  epineurium.  The  sheath  of  Schwann 
arises  from  such  cells  that  envelop  the  individual  fibers  at  suitable 
distances  and  spread  longitudinally  until  neighboring  sheath  cells 
meet ;  each  such  place  of  meeting  constitutes  a  node  of  Ranvier. 
Until  recently  it  has  been  universally  believed  that  the  sheath 
cells  arose  from  the  mesenchvme;  but  recent  observations  on  Am- 
phibia  and  Selachia  have  shown  that  they  arise  from  the  ganglia 
in  these  forms;  their  original  source  is  therefore  the  ectoderm.  It 
is  probable  that  they  have  the  same  origin  in  the  chick,  though  this 
has  not  l)een  demonstrated  by  direct  observation  or  experiment. 
The  second  theory  is  known  as  the  cell-chain  hypothesis. 
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According  to  this  the  axones  of  peripheral  nerves  arise  as  differ- 
entiations of  the  sheath-cells  in  situ;  continuity  of  the  axone  is 
established  by  arrangement  of  these  cells  in  rows,  and  union 
with  the  neuroblast  is  essentially  secondary.  The  entire  axone 
is  thus  by  no  means  an  outgrowth  of  the  neuroblast;  at  most  its 
proximal  portion  is. 

Bethe  (1903)  expresses  the  idea  thus:  "Between  the  cord  of 
the  embryo  and  the  part  to  be  innervated  there  is  formed  primarily 
a  chain  of  nuclei  around  which  the  protoplasm  is  condensed. 
This  is  fundamentally  an  extended  syncytium  in  which  the  nuclei 
of  the  neuroblasts  and  of  the  nerve-primordium  lie.  Within 
the  denser  protoplasm  which  appears  as  the  body  of  the  nerve- 
cells,  axones  differentiate  by  condensation,  and  these  extend 
from  one  cell  to  the  next,  and  so  on  to  the  condensations  which 
are  called  neuroblasts.  The  differentiated  axones  tend  more 
and  more  to  occupy  the  center  of  the  embryonic  nerve,  where 
they  appear  to  lie  free,  though  as  a  matter  of  fact  they  are  still 
embedded  in  the  general  plasma  which  is  no  longer  distinctly 
visible  on  account  of  its  lesser  density.  Since  the  axones  remain 
in  firm  connection  with  the  neuroblasts,  it  appears  in  later  stages 
as  if  they  were  processes  of  these  and  had  nothing  to  do  with 
their  original  formative  cells." 

This  view  is  essentially  that  of  Balfour,  Beard,  and  Dohrn; 
the  neurone  hypothesis  was  first  clearly  formulated  in  embryo- 
logical  terms  by  His,  and  has  t)een  supported  by  the  investiga- 
tions of  a  considerable  number  of  ol)servers,  notablv  Ramon  v 
Cajal,  Lenhossek  and  Harrison. 

The  neurone  hypothesis  has  far  stronger  embryological  sup- 
port than  the  cell-cliain  hypothesis  so  far  as  j^ripheral  nerves 
are  concerned;  moreover,  it  is  the  only  ix)ssible  hypothesis  of 
the  development  of  nerve  tracts  in  the  central  system,  l>ecause 
cell-chains  are  entirely  lacking  here  during  the  formation  of  these 
tracts,  in  which  axones  may  have  as  long  a  course  as  in  most 
peripheral  nerves.  It  still  remains  to  be  seen  whether  the  neurone 
hypothesis  will  })e  modified  in  any  imix)rtant  way  by  observa- 
tions on  the  development  of  {x^ripheral  nerves. 

Splanchnic  Components  (Sympolhetic  Nervous  System).  Two 
views  have  been  held  concerning  the  oritrin  of  the  sympathetic 
nervous  system:  (a)  that  it  is  of  mesenchymal  oritrin.  its  elements 
arising  in  situ;  (b)  that  it  is  of  ectodermal  origin,  its  elements 
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migrating  from  the  cerebro-spinal  ganglia  to  their  definitive 
positions.  The  first  view  was  held  by  the  earlier  investigators 
and  was  originally  associated  with  the  extinct  idea  that  the 
spinal  ganglia  were  mesenchymal  in  origin;  the  view  has  been 
largely,  but  not  entirely,  abandoned.  The  second  view  was 
partly  established  with  the  discovery  that  the  spinal  ganglia  are 
of  ectodermal  origin,  and  that  the  ganglia  of  the  main  sym- 
pathetic trunk  arise  from  the  spinal  ganglia;  but  there  is  some 
difference  of  opinion  yet  in  regard  to  the  peripheral  ganglia 
of  the  sympathetic  system,  and  especially  the  plexuses  of 
Meissner  and  Auerbach  in  the  walls  of  the  intestine.  However, 
the  preponderance  of  evidence  and  logic  favors  the  view  of  the 
ectodermal  origin  of  the  entire  sympathetic  nervous  system. 

The  first  clear  evidences  of  the  sympathetic  nervous  system 
of  the  chick  are  found  at  about  the  end  of  the  third  or  the  begin- 
ning of  the  fourth  day;  at  each  side  of  the  dorsal  surface  of  the 
aorta  there  is  found  in  cross-section  a  small  group  of  cells  massed 
more  densely  than  the  mesenchyme  and  staining  more  deeply. 
Study  of  a  series  of  sections  shows  these  to  be  a  pair  of  longi- 
tudinal cords  of  cells  beginning  in  the  region  of  the  vagus,  where 
they  lie  above  the  carotids,  and  extending  back  to  the  beginning 
of  the  tail;  the  cords  are  strongest  in  the  region  of  the  thorax, 
and  slightly  larger  opposite  each  spinal  ganglion.  Cells  similar 
to  those  composing  the  cords  are  found  along  the  course  of  the 
nerves  up  to  the  spinal  ganglia,  and  careful  study  of  earlier  stages 
indicates  that  the  cells  composing  the  cords  have  migrated  from 
the  spinal  ganglia.  The  two  cords  constitute  the  primary  sym- 
pathetic trunks. 

Fig.  152  is  a  reconstruction  of  the  anterior  spinal  and  sym- 
pathetic ganglia  of  a  chick  embryo  of  four  days.  The  primary 
sympathetic  trunk  is  represented  by  a  cord  of  cells  enlarged 
opposite  each  ganglion  and  united  to  the  spinal  nerve  by  a  cellu- 
lar process,  the  primordium  of  the  ramus  communicans.  In  the 
region  of  the  head  the  segmental  enlargements  are  lacking. 

No  other  part  of  the  sympathetic  nervous  system  is  formed 
at  this  time  with  the  exception  of  a  group  of  cells  situated  in  the 
dorsal  niesiMiterv  above  the  volk-stalk;  these  are  destined  to 
form  the  ganglion  and  intestinal  nerves  of  Remak.  They  have 
not  lx»en  traced  back  to  the  spinal  ganglia,  but  it  is  probable 
that  such  is  their  origin. 
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In  the  course  of  the  fourth  and  fifth  days  aggregations  of 
sympathetic  ganglion  cells  begin  to  appear  ventral  to  the  aorta, 
and  in  the  mesentery  near  the  intestine.  The  connection  of  these 
with  the  primary  cord  is  usually  rendered  evident  by  agreement 
in  structure,  and  by  the  presence  of  intervening  strands  of  celb; 
moreover,  in  point  of  time  they  always  succeed  the  primary  cord, 
so  that  their  origin  fn)m  it  can  hardly  be  doubted. 

About  the  sixth  day  the  secomlary  or  permanent  sympathetic 
trunk  begins  to  appear  as  a  series  of  groups  of  neuroblasts  situ- 
ated just  median  to  the  ventral  roots  of  the  spinal  nerves.     They 


Fig.  152.— Recoil si met  ion  in  tliesagittul  plane 
of  thp  antirior  spinal  and  Ryinpnthctic  Ran- 
glia  of  a  chick  embryo  of  4  days.     <Aftor 

Nciimayer.) 
Ccpli.  S,.  Cephalic conliniialinii  of  Ihc  sym- 
palhctip  trunk.     S.  (.'.,  Syni pathetic  cord.    Sg., 
Syni|iath('tic  pinelion.    Kp.,  Spinal  niTvc.  spg., 
Spiiinl  ganglion.     H.  {',.  liami 


are  thus  separ:ited  fmiii  the  K|iina!  ganglia  ntdy  by  the  fibers 
of  the  ventral  roots  between  which  npuriiblasts  may  be  found, 
caught  apparently  in  mi;;ration  from  the  spinal  to  the  sympa- 
thetic ganglion.  The  nuKiIxT  of  these  secondary  sympathetic 
ganglia  is  originally  30.  one  <)pi«),site  the  main  vagus  ganglion, 
and  each  spinal  jiatiglioii  to  ilic  twotity-ninth  (Fig.  150).  Soon 
after  their  origin  tlicy  acquire  three  ctinnections  by  means  of 
axones,   viz.,   (a)  central,  with   the  corresponding  spinal   nerve- 
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root  by  means  of  strong  bundles  of  fibers;  (6)  peripheral,  with 
certain  parts  of  the  original  primary  sympathetic  cord;  (c)  longi- 
tudinal, the  entire  series  being  joined  together  by  two  longitudinal 
bundles  of  fibers  uniting  them  in  a  chain.  The  central  connec- 
tions constitute  the  rami  communicanteSy  and  are  as  numerous  as 
the  sympathetic  ganglia  themselves;  but  so  close  is  the  approxi- 
mation of  the  sympathetic  ganglion  to  the  roots  of  the  spinal 
nerves  that  they  are  not  visible  externally,  the  ganglion  appear- 
ing to  l)e  sessile  on  the  root  (Fig.  145);  sections,  however,  show 
the  fibers.  The  peripheral  connections  constitute  the  various 
nerves  of  the  abdominal  viscera;  these  are  not  metameric; 
their  number  and  arrangement  is  shown  in  Figure  153. 

In  the  period  between  the  fourth  and  the  eighth  day  the  pri- 
mary sympathetic  cord  becomes  resolved  into  the  various  ganglia 
and  nerves  constituting  the  aortic  plexus,  the  splanchnic  plexus, 
and  the  various  ganglia  and  nerves  of  the  wall  of  the  intestine. 
Remak's  ganglion  has  grown  and  formed  connections  with  the 
splanchnic  plexus,  and  other  parts  of  the  primary  sympathetic 
cord.  The  details  of  these  various  processes  are  too  complex 
for  full  description;  they  are  included  in  part  in  Figs.  153  and  154. 

Ganglia  and  Nerves  of  the  Heart.  The  development  of  the 
cardiac  nerves  is  of  special  interest  on  account  of  its  bearing  on  the 
physiological  problem  of  the  origin  of  the  heart-beat.  The  heart 
of  the  chick  l^egins  to  beat  long  before  any  nervous  connections 
with  the  central  system  can  have  been  established;  indeed,  the 
rhythmical  pulsation  begins  at  about  the  stage  of  10  somites 
when  the  neural  crest  is  yet  undifferentiated,  and  no  neuroblasts 
are  to  l>e  found  anywhere.  Either,  then,  the  heart-beat  is  of  mus- 
cular origin  (myogenic),  or,  if  of  nervous  origin,  the  nerve-cells 
concerned  nuist  exist  in  the  wall  of  the  cardiac  tube  ab  initio. 

The  first  trace  of  nerve-cells  is  found  in  the  heart  of  the  chick 
about  the  sixth  day.  These  cells  are  at  the  distal  ends  of  branches 
of  the  vagus,  with  which  they  have  grown  into  the  heart.  Pre- 
vious to  this  time  these  neuroblasts  are  found  nearer  to  the  vagus 
along  the  course  of  the  arteries.  There  can  l)e  but  little  doubt 
that  they  liave  arisen  from  the  vagus  ganglion  and  that  they 
reach  the  heart  by  migration.  Such  an  origin  has  been  demon- 
strated with  great  probability  for  all  the  known  nervous  elements 
of  the  heart  of  the  chick.  (See  Wilhelm  His,  Jr.,  Die  Entwickelung 
des  Herznervensvstenis  l)ci  Wirl^elthieren.) 
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If  any  canliac  nervous  elements  arise  in  situ,  they  certainly 
remain  undifTerentiated  until  those  that  have  a  ganglionic  origin 
have  already  entered  the  heart. 

The  Cranial  Nerves.  The  nerves  of  the  head  exhibit  a  much 
greater  degree  of  heteronomy  than  the  spinal  nerves,  and,  in 
spite  of  nuich  study,  knowledge  of  their  embryonic  development 
is  still  in  11  very  unsatisfact^iry  condition.  The  same  principles, 
however,  apply  to  the  development  of  both  cranial  and  spinal 
nerves;  the  axones  of  the  former  like  those  of  the  latter  arise 
either  fmm  medullary  or  ganglionic  neuroblasts  which  are  re- 
spectively unipolar  and  bipolar;  but  the  cranial  ganglionic  and 


Km,  154.  —  UiaRramof  iherplaiiimsntihc 
[iiirtsof  llic  Hynipnthetie  nervous  Hynlcm 
OK  seen  in  the  cross-see  I  ion.     (.\tler  His, 
Jr.) 
M.,     mesentery.      Msn.,  Meaonephro 


Other  abbreviations 


ic  as  Fig.  153. 


medullary  nerve-nuclei  are  not  similarly  segmented,  as  in  the 
eawe  of  the  «])iual  nerves,  and  hence  the  axones  are  not  related 
as  dorsal  and  ventral  mots  of  single  nerve  trunks;  nor  has  the 
attempt  to  interpret  the  cranial  nerves  iis  homologues  of  dorsal 
and  ventral  mots  respectively  l)een  successful  in  the  case  of  the 
most  iiniK)Hant  nerves.  Moreover,  the  olfactory  and  optic  nerves 
differ  fnini  the  spinal  type  even  more  ftmdamentally.  The  olfac- 
tory is  a  sensory  nerve  that  arises  apparently  from  the  olfactory 
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epithelium,  and  the  optic  is  really  comparable  to  an  intramedul- 
lary nerve  tract,  seeing  that  its  termination  lies  in  a  part  of  the 
original  wall  of  the  neural  tube,  viz.,  the  retina. 

Groups  of  medullary  neuroblasts  giving  rise  to  axones  of 
motor  cranial  nerves  are  located  in  the  brain  as  follows,  according 
to  His: 

Oculo-motor  nucleus  in  the  mid-brain. 
Trochlearis  nucleus  in  the  isthmus. 
Motor  trigeminus  nucleus  in  the  zone  of  the  cerebellum,  including 

the  descending  root. 
Abducens   and    facialis    nuclei,  beyond    zone  of  greatest  width 

of  the  fourth  ventricle  (auditory  sac  zone). 
Glossopharyngeus,  vagus,  in   the    region  of  the  calamus  serip- 

torius. 
Accessorius  and  hypoglossus,  in    the    region  extending    to  the 

cervical  flexure. 
These  constitute  the  cranial  motor  nerve  nuclei,  and  are  more 
or  less  discontinuous. 

The  ganglionic  nerves  or  nerve-components  of  the  head  arise 
from  the  following  primitive  embryonic  ganglion-complexes: 

1.  Complex  of  the  trigeminus  ganglia. 

2.  Complex  of  the  acustieo-facialis  ganglia. 

3.  Complex  of  the  glossopharyngeus  ganglia. 

4.  Complex  of  the  vagus  ganglia. 

The  early  history  of  these  ganglion-complexes  has  already  been 
considered;  they  are  called  complexes  because  each  forms  more 
than  one  definitive  ganglion.  It  is  probable  also  that  each  con- 
tains sympathetic  neuroblasts,  which  may  separate  out  later  as  dis- 
tinct ganglia,  thus  resembling  the  spinal  sympathetic  neuroblasts. 

Thei-e  is  no  close  agreement  in  the  segmentation  of  the  motor 
neuroblasts  within  the  brain  and  that  of  the  ganglion  complexes. 
For  instance,  in  the  region  of  the  trigeminal  ganglionic  complex, 
the  motor  nuclei  of  the  oculo-motor,  trochlearis,  and  trigeminus 
are  found,  and  in  the  region  of  the  vagus  ganglionic  complex, 
the  motor  nuclei  of  vagus,  accessorius,  and  hypoglossus.  Thus 
the  medullary  and  ganglionic  nerves  of  the  head  are  primitively 
separate  by  virtue  of  their  separate  origins.  They  may  remain 
entirely  so,  as  in  the  case  of  the  olfactory,  trochlearis,  and  abdu- 
cens, or  they  may  unite  in  the  most  varied  manners  to  form 
mixed  nerves. 
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The  motor  nuclei  of  the  oculo-motor,  trochlearis,  abducens, 
and  hypoglossus  nerves  lie  in  the  same  plane  as  the  motor  nuclei 
of  the  spinal  nerves,  i.e.,  in  the  line  of  prolongation  of  the  ventral 
horns  of  the  gray  matter.  The  motor  nuclei  of  the  trigeminus, 
facialis,  glossopharyngeus,  vagus,  and  spinal  accessory  on  the 
other  hand  lie  at  a  more  dorsal  level,  and  the  roots  emerge  there- 
fore above  the  level  of  origin  of  the  others.  It  will  be  noted  that 
these  are  the  nerves  of  the  visceral  arches,  whereas  those  cranial 
nerves  that  continue  the  series  of  spinal  ventral  roots  innervate 
myotomic  muscles,  like  the  latter.  Similarly  the  ganglia  of  the 
pharyngeal  nerves  (V,  VII,  IX,  and  X)  differ  from  spinal  ganglia 
in  certain  important  respects:  the  latter  are  derived  entirely 
from  the  neural  crest,  whereas  a  certain  portion  of  each  of  the 
primary  cranial  ganglia  is  derived  from  the  lateral  ectoderm  of 
the  head,  as  noted  in  the  preceding  chapter.  Thus  the  pharyn- 
geal nerves  form  embryologically  a  class  by  themselves,  both 
as  regards  the  medullary  and  also  the  ganglionic  components. 

1.  The  Olfactory  Nerve,  The  embryonic  origin  of  the  olfactory 
nerve  has  been  a  subject  of  much  difference  of  opinion:  thus  it 
has  been  maintained  by  a  considerable  number  of  workers  that 
it  arises  from  a  group  of  cells  on  each  side  situated  between  the 
fore-brain  and  olfactory  pits;  some  of  these  maintained  that 
these  cells  arose  as  an  outgrowth  from  the  fore-brain,  others 
that  they  came  from  the  epithelium  of  the  olfactory  pit,  and 
yet  others  that  this  group  of  cells,  or  olfactory  ganglion,  was 
derived  from  both  sources.  This  group  of  cells  was  supposed 
by  some  to  include  a  large  number  of  bipolar  neuroblasts,  one 
process  of  which  grew  towards  the  olfactory  epithelium  and 
the  other  towards  the  fore-brain,  entering  the  olfactory  lobe 
and  ending  there  in  terminal  arborization.  This  view  is,  however, 
in  conflict  with  the  ascertained  fact  that  the  fibers  of  the  fully 
formed  olfactory  nerve  are  centripetal  processes  of  olfactory 
sensory  cells  situated  in  the  olfactory  epitheUum. 

The  most  satisfactory  account  of  the  origin  of  the  olfactory 
nerve  in  the  chick  is  that  of  Disse.  This  author  finds  two  kinds 
of  cells  in  the  olfactory  epithelium  of  a  three-day  chick,  viz., 
epithelial  cells,  and  germinal  cells  which  l)ecome  embryonic 
nerve-cells  or  neuroblasts.  At  this  time  the  olfactory  epithelium 
is  separated  from  the  wall  of  the  fore-brain  by  only  a  very  thin 
layer  of  mesenchyme.     Early  on  the   fourth   day  axones  arise 
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from  the  central  ends  of  the  neuroblasts  and  grow  info  the 
mesenphyme  towards  the  fore-brain.  At  the  same  time  groups 
of  epithelial  cells  free  themselves  from  the  inner  face  of  the 
olfactory  epithelium,  and  come  to  lie  between  this  and  the  fore- 
brain.  The  axoncH  of  the  neuroblasts  grow  between  these  cells 
until  they  reach  the  base  of  the  fore-brain  over  which  they  spread 
out,  entering  the  olfactory  lobe  about  the  sixth  day  (Figs.  155 
and  156).  In  the  meantime  the  peripheral  ends  of  the  olfactory 
neuroblasts  have  extended  out  as  broad  protoplasmic  processes 
to  the  -surface  of  the  olfactory  epithelium,  and  thus  form  the  per- 
cipient part  of  the  olfactorj'  sense-cells. 


Vh:.  irif).  —  (Hf;i(-t..rv  ciiillipliiim  ..f  ii  diick  .■(.ilirvo  of  ."> 
rhiys,  i>rr|.;iml  l)y  thr  m.-lhciii  .if  Colai.  ( .\fn-r  I)is.sp.) 
a.  b,  .ii,<l  ,■  L(iiiJi':.(i-  iii(I.T.>(it  form.  ..t  ni'.ir<.hl:isls  in  ihe 
olf:irlory  i^pillH-liuiii- 

Theo|)itlicli;il  I'clls  lie!  ween  fiire-br;iiii;uul  olfactory  pit.  (hrougb 
which  the  ;i\oiic.-;  of  (he  r.lfactory  ncun>l)liists  grow,  are  for  the 
most  pait  supjK.rtiii!;  and  shcatli-colls  of  llir  nerve,  hut  they  in- 
chido  a  few  hipniar  ticuroblasts  (Fij;.  I.lti).  The  latter  are  t<) 
be  ciinsidcrcil  as  olfarlory  ncuioblasts  with  clnngatpd  protopla.-*- 
niic  procc^^ses. 

Ttulwschkin  (iinU  a  caiiclinii.  which  he  calls  Eariclioii  (.ifacKmiim 
ncrvi  triRcoiini.  siliiarc.l  l.cticalh  Die  .ilfailory  epithelium  in  a  iiinr- 
diiy  chirk.  The  lii|.nlar  cells  s.t,.I  <mt  i.r<.ccs,^i.s  p.-iipluTallv  which  <-nd 
in  fine  bratirhes  between  th.-  cells  <,f  the  nifacl.irv  mucus  meml)raiie. 
and  milrally.  wlii.'h  p.  I>y  way  i.f  the  mimils  ulfactorius  uorvi 
tripi'niini  Imviinls  ihc  tidsscriaii  Kaiiplioii. 

2.  Till-  Seriiml  Cranial  m  Opiir    Xiri;:     ■|hc  course  of  this 


THE   NKKVOUK  SYSTKM 


Ticrvc  is  piitiroly  intr:niic<iullary,  tlie  retina  IwiiiE  psirt  of  the 
Willi  iif  the  emhryniiic  brain;  it«  devel(>|)nieiit  will  therefore  I)e 
ciiiisiilereil  in  ciiniiection  with  the  licvelopment  of  the  eye. 


.    t.'ili.        Siiuiil.'il  4'<-Iii>ii  llinmcli  llir  liriiil  i>r  ii 

icmiii-  III.-  l1.Hir  of  f,.n'-lir:iiii,   i.lfHc-li.r.v   |.>l,   :in.l   .l.'V<-l..|>inff  olfiK-Iork- 

TV.-  Ih.mm-.-ii        ,.\fl,T    Div-J-.l 

>..   l'iii|H.!:ir  ii«'iiri>Mi.-.ts  iii-:.r  llii-  <>lfa<-l»rv  <-i>iilii>liiiii>.     )<..  1{i|.<.lur  Ml 

I ir:ic'1.<rv   tiiTV.'.      I'..    I  iiiiM.liir   r.-ll   IK-Ar   1lii>   l.niiii-      \\    It..    l-'l.<.>r  «f 

N'lil..    N.-Mr.>lil:,--I    in   (lu-  ..lni<-t..rv  .-l.illii-liiini.      nlf-   Kj...  <  Hfui- 


r.>lil:,--l    in   (lu-  ..lni<-t..rv  .-].illii-liiin>.      nlf-   Ml...  <  l|ful'- 
S■..  '  llf:i<-(,.ry  i..-rv,-.     ..It.  1'.,  Ciivity  .if  ..Ifii.-t-irj-  ["l- 


:!.  Th'  Ill/ill  rrnniiil  iir  onil'i-nioliir  mm-  arises  fmui  a  (rO'i'P 
.if  iiriir..hl;i>l^  in  the  vi-niral  /un<-  .if  the  iiuil-hr'iiiii  near  the  nx-Iian 
line.  ;iri.l  ;i|i|x'a|-s  t'M.'rlial  t.i  the  wall  .if  tilt-  lirrilli  at  alnxit  sixty 
hi.nr-  laliiiiil  "-N  :ill  s..tiiit.-si.  At  this  time  it  apiK-ars  :is  a  small 
jininp  iif  a\.ini-s  enierciiisr  fmni  the  iv^iiin  uf  the  jilini  mri /i/iuli 
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ventralis,  and  ending  in  the  mesenchyme  a  short  distance  from 
its  point  of  origin.  At  seventy-two  hours  the  root  is  much 
stronger,  interpenetrated  with  mesenchyme  and  ends  between 
the  optic  cup  and  floor  of  the  brain  behind  the  optic  stalk  (cf. 
Fig.  101).  At  ninety-six  hours  the  root  is  broad  and  fan-shaped, 
the  nerve  itself  is  comparatively  slender,  and  passes  downw^ards 
and  backwards  behind  the  optic-stalk  where  it  enters  a  well- 
defined  ganglion  situated  just  median  to  the  ophthalmic  branch 
of  the  trigeminus;  this  is  the  ciliary  ganglion;  beyond  it  the 
fibers  of  the  oculo-motor  turn  forward  again  to  enter  the  region 
of  the  future  orbit. 

According  to  Carpenter  (1906)  the  ciliary  ganglion  arises 
from  two  sources:  (a)  migrant  medullary  neuroblasts  that  pass 
out  into  the  root  of  the  oculo-motor,  and  follow  its  course  to 
the  definitive  situation  of  the  ciliary  ganglion,  and  (6)  a  much 
smaller  group  of  neuroblasts  that  migrate  from  the  ganglion  of 
the  trigeminus  along  the  ophthalmic  branch,  and  by  way  of  a 
ramus  communicans  to  the  ciliary  ganglion.  The  adult  ciliary 
ganglion  shows  correspondingly  two  component  parts:  (a)  a 
larger  ventral  region  composed  of  large  bipolar  ganglion  cells, 
and  (b)  a  smaller  dorsal  region  containing  small  ganglion  cells 
with  many  sympathetic  characters.  It  is  probable  that  the 
medullary  fibers  of  the  oculo-motor  nerve  are  distributed  entirely 
to  the  muscles  innervated  by  it,  viz.,  the  superior,  inferior,  and 
internal  rectus  and  inferior  oblique  muscles  of  the  eye.  The 
fibers  arising  from  the  neuroblasts  of  the  ciliary  ganglion  ter- 
minate peripherally  in  the  intrinsic  nniscles  of  the  eye-ball,  and 
centrally  (in  the  case  of  the  bipolar  cells)  in  the  brain,  which 
they  reach  by  way  of  the  medullary  nerve.  The  motor  branches 
leave  the  trunk  of  the  nerve  a  short  distance  centrallv  to  the 
ciliary  ganglion. 

4.  The  trochlcaris  or  fourth  cranial  nerve  is  peculiar  inas- 
much as  it  arises  from  the  dorsal  surface  of  the  brain  in  the 
region  of  the  isthmus.  It  arises  cntirc^ly  from  medullary  neuro- 
blasts and  innervates  the  sujx^rior  ol)li(|ue  nniscle  of  the  eve. 
Marshall  states  that  it  may  be  readily  se(Mi  in  a  five-day  embrvo* 
in  an  embryo  of  eight  days  it  is  a  slender  nerve  arising  from  the 
dorsal  surface  of  the  isthmus  immediately  in  front  of  the  cere- 
bellum; the  fibers  of  the  two  sides  form  a  commissure  in  the  roof 
of  the  isthmus  (Fig.  14S). 
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5.  The  trigeminus  or  fifth  cranial  nerve  consists  of  motor 
and  sensory  portions.  The  latter  arises  from  the  trigeminal 
ganglion,  the  origin  of  which  has  already  been  described.  The 
ganglionic  rudiment  appears  roughly  Y-shaped  even  at  an  early 
stage  (cf.  Figs.  105  and  117),  the  short  stem  lying  against  the 
wall  of  the  brain  and  the  two  branches  diverging  one  in  the  direc- 
tion of  the  upper  surface  of  the  optic  cup  (ophthalmic  branch) 
and  the  other  towards  the  mandibular  arch.  The  original  con- 
nection of  the  ganglion  with  the  roof  of  the  neural  tube  is  lost 
during  the  second  day  and  permanent  connection  is  established 
during  the  third  day,  presumably  by  growth  of  axones  into  the 
wall  of  the  brain.  The  new  connection  or  sensory  root  of  the 
trigeminus  is  attached  to  the  myelencephalon  in  the  region  of 
greatest  width  of  the  fourth  ventricle  near  the  ventral  portion 
of  the  lateral  zone. 

During  the  fourth  day  the  peripheral  axones  follow  the  direc- 
tion of  the  ophthalmic  and  mandibular  branches  of  the  ganglion 
and  grow  out  farther  as  the  ophthalmic  and  mandibular  nerves; 
the  former  passes  forward  between  the  optic  vesicle  and  the  wall 
of  the  brain;  the  latter  runs  ventrally  towards  the  angle  of  the 
mouth,  over  which  it  divides,  a  smaller  maxillary  branch  entering 
the  maxillary  process  of  the  mandibular  arch,  and  a  larger  one, 
the  mandibular  nerve,  runs  into  the  mandibular  arch.  (For  an 
account  of  the  branchial  sense  organ  of  the  trigeminus,  see  Chap. 
VI.) 

A  mechillary  component  of  the  trigeminal  nerve  arises  from 
the  wall  of  the  brain  just  median  to  the  ganglionic  root  during 
the  fourth  day;  it  nms  forward  parallel  to  the  ganglionic  ophthal- 
mic branch,  and  sends  a  twig  to  the  ciliary  ganglion.  Beyond 
this  point  it  unites  with  the  ganglionic  branch. 

A  connection  of  the  trigeminus  with  the  olfactory  sensory 
epithelium  is  described  under  the  olfactory  nerve. 

6.  The  sixth  craniul  or  abducens  nerve  is  stated  to  arise  about 
the  end  of  the  fourth  day.  It  Ls  a  purely  motor  nerve,  and  has 
no  ganglion  connected  with  it;  it  innervates  the  external  rectus 
muscle  of  the  eye.  At  122  hours  it  arises  by  a  numl)er  of  slender 
roots  attached  to  the  myelencephalon  near  the  mid- ventral  line, 
beneath  the  seventh  nerve.  Its  roots  unite  into  a  slender  trunk 
that  runs  direct Iv  forward  beneath  the  base  of  the  brain  to  the 
region   of   the   or])it.     The   sixth    nerve   thus   corresponds   more 
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nearly  than  any  other  cranial  nerve  to  a  ventral  spinal  nerve- 
root. 

7  and  8.  The  Facial  and  Auditory  Nerves.  The  ganglia  of 
these  nerves  at  first  form  a  common  mass,  the  acustico-facialis. 
But  during  the  course  of  the  fourth  day  the  anterior  and  ventral 
portion  becomes  distinctly  separated  from  the  remainder  and 
forms  the  geniculate  ganglion;  the  remainder  then  forming  the 
auditory  ganglia  (cf.  Fig.  102).  The  acustico-facialis  ganglion 
complex  moves  from  its  original  attachment  to  the  dorsal  surface 
of  the  brain  and  acquires  a  permanent  root  during  the  third  day, 
attached  ventrally  just  in  front  of  the  auditory  sac. 

(a)  The  seventh  cranial  or  facialis  nerve  arises  during  the 
fourth  day  from  the  geniculate  ganglion  which  is  situated  just 
above  the  second  or  hyomandibular  branchial  cleft.  It  grows 
first  into  the  hyoid  arch  (posttrematic  branch),  but  towards 
the  end  of  the  fourth  day  a  small  branch  arises  just  above  the 
cleft  and  arches  over  in  front  of  it  and  runs  down  the  f)osterior 
face  of  the  mandibular  arch  (pretrematic  branch).  The  origin  of 
the  motor  components  is  not  known. 

(6)  The  further  history  of  the  auditory  nerve  is  considered 
with  the  development  of  the  ear. 

9.  The  j^antjlion  of  the  ninth  cranial  or  glossopharyngeal  nerve 
(ganjjjiion  {x^trosum  ef.  Fig.  102)  arises  from  the  anterior  part  of 
the  ix)st(>ti('  cranial  neural  crest  as  ali*eady  descril)ed.  Early  on 
the  fourth  day  the  ^an^lionic  axones  enter  the  base  of  the  brain 
just  In^hind  the  auditi^y  sac  and  estai)lish  the  root,  which  con- 
sists of  foiu*  or  five  parts  on  each  side.  From  the  ganglion  which 
is  situated  at  the  suininit  of  the  third  visceral  arch  a  strong 
|HM*ipheral  hrancli  develops  on  the  fourth  day.  and  extends  into 
the  same  arch:  a  smaller  anterior  l>raiicl\  develops  a  little  later 
which  passes  over  the  second  visceral  |xiuch  and  entei's  the 
second  visceral  arch.  Alunit  the  same  time  an  anastomosis  is 
fonnetl  with  the  iranirlion  oi  the  vairus. 

10.  The  ttnth  crupiial  or  nuj'j>i  {pfu'>im^(jas:tric)  nerve  is  very 
hirire  and  complex.  Its  irauirlion  vcrv  earlv  shows  two  divisions, 
one  near  tlie  n>ots  (iranirlii>n  juirulaiv'i  an«l  the  other  above  the 
fourth  and  tifth  visceral  arches  (iranirlion  nodosum  cf.  Fig.  102). 
It  arises  bv  a  lai*ire  ninnlxM*  oi  tine  n><nlei<  on  each  side  of  the 
hind-bnun  Ix^hind  the  glossi^pharviiircu^^.  an«i  the  n>ots  converge  in 
a  fan-like  maimer  into  the  {Moximal  iraiivrlioii;  from  here  a  stout 
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nerve  passes  ventrally  and  enters  the  ganglion  nodosum  situated 
above  the  fourth  and  fifth  visceral  arches.  Branches  pass  from 
here  into  the  fourth  and  fifth  arches,  and  the  main  stem  is  con- 
tinued backward  as  the  pneumogastric  nerve  s.s.  From  the  hinder 
portion  of  the  spreading  roots  a  strong  commissure  is  continued 
backward  parallel  to  and  near  the  base  of  the  neural  tube  as  far 
as  the  fifth  somite;  this  is  provided  with  three  small  ganglion-like 
swellings.  This  condition  is  found  about  the  end  of  the  fourth 
day.  Later  this  commissure  unites  with  the  main  sympathetic 
trunk,  and  part  of  the  vagus  ganglion  separates  from  the  remain- 
der as  the  ganglion  cervicale  primum  of  the  sympathetic  trunk. 

During  the  fifth  and  sixth  days  the  main  stem  of  the  vagus 
grows  farther  back  and  innervates  the  heart,  lungs,  and  stomach. 
Neuroblasts  of  the  sympathetic  system  accompany  the  vagus 
in  its  growth,  and  form  the  various  ganglion  cells  of  the  heart, 
and  other  organs  innervated  by  the  vagus. 

During  the  fifth  and  sixth  days  the  ganglion  nodosum,  which 
originally  lay  at  the  hind  end  of  the  pharynx,  is  carried  down 
with  the  retreat  of  the  heart  into  the  thorax,  and  on  the  eighth 
dav  it  is  situated  at  the  base  of  the  neck  in  close  contact  with 
the  thymus  gland. 

11.  The  Eleventh  Cranial  or  Spinal  Accessory  Nerve.  No  ob- 
servations on  the  development  of  this  nerve  in  the  chick  are 
known  to  me. 

12.  The  tweljlh  cranial  or  hypoglossus  nerve  appears  on  the 
fourth  (lay  as  two  pairs  of  ventral  roots  opposite  the  third  and 
fourth  niesoblastic  somites;  each  root  is  formed,  like  the  ventral 
roots  of  tlie  spinal  nerves,  of  several  bundles  that  unite  in  a  com- 
mon slender  trunk;  ganglia  are  lacking,  as  in  the  first  and  second 
cervical  nerves.  The  roots  of  the  hypoglossus  are  a  direct  con- 
tinuation of  the  series  of  ventral  spinal  roots,  and  as  they  are 
related  to  somitic  muscle  plates  in  the  same  way  as  the  latter, 
there  can  \ye  no  doubt  of  their  serial  homology  with  ventral  roots 
of  spinal  nerves.  The  first  four  mesoblastic  somites  are  subse- 
quently incorix)rated  in  the  occipital  region  of  the  skull,  and 
thus  the  hypoglossus  nerve  becomes  a  cranial  nerve.  No  nerves 
are  formed  in  connection  with  the  first  and  second  mesoblastic 
somites.  As  the  occipital  region  of  the  skull  forms  in  the  region 
of  the  occipital  somites,  two  foramina  are  left  on  each  side  for 
exit  of  the  roots  of  the  hy|X)glossus  (Figs.  150  and  244). 
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During  the  fourth  and  fifth  days  the  nerve  grows  back  above 
the  roof  of  the  pharynx,  then  turns  ventrally  behind  the  last 
visceral  pouch  and  forward  in  the  floor  of  the  pharynx. 

According  to  Chiarugi  minute  ganglia  are  formed  in  the  second, 
third,  and  fourth  somites:  but  they  soon  degenerate  (fourth  day)  without 
forming  nerves. 


CHAPTER  IX 

ORGANS    OF   SPECIAL    SENSE 

I.  The  Eye 

The  development  of  the  eye  up  to  the  stage  of  36  somites  has 
been  already  described.  We  shall  now  consider  the  subsequent 
changes  in  the  following  order:  (1)  optic  cup,  (2)  vitreous  body, 
(3)  lens,  (4)  anterior  chamber,  cornea,  iris,  etc.,  (5)  choroid  and 
sclerotic,  (6)  the  conjunctival  sac  and  eyelids,  (7)  the  choroid  fis- 
sure and  the  optic  nerve. 

1.  The  optic  cup  at  the  stage  of  36  somites  is  composed  of 
two  layers,  an  inner,  thicker  layer,  known  as  the  retinal  layer, 
and  an  outer,  thinner  layer,  known  as  the  pigment  layer;  these 
are  continuous  with  one  another  at  the  pupil  and  choroid  fissure. 
The  inner  and  outer  layers  come  into  contact  first  in  the  region 
of  the  fundus,  and  the  cavity  of  the  original  optic  vesicle  is  gradu- 
ally obliterated.  The  choroid  fissure  is  in  the  ventral  face  of 
the  optic  cup;  it  is  very  narrow  at  this  time,  and  opens  distally 
into  the  pupil;  centrally  it  ends  at  the  junction  of  optic  stalk 
and  cup,  not  being  continued  on  the  stalk  as  it  is  in  mammals  (Fig. 
157). 

The  walls  of  the  optic  cup  may  be  divided  into  a  lenticular 
zone  (pars  lenticularis  or  pars  cceca)  and  a  retinal  zone;  the  former 
includes  the  zone  adjacent  to  the  pupil,  not  sharply  demarcated 
at  first  from  the  remainder  or  retinal  zone,  but  later  bounded  dis- 
tinct] v  bv  the  ora  serrata.  The  retinal  zone  alone  becomes  the 
sensitive  portion  of  the  eye;  the  lenticular  zone  develops  into  the 
epithelium  of  the  iris  and  ciliary  processes. 

In  the  lenticular  zone  the  inner  and  outer  layers  become  actu- 
ally fused,  but  in  the  retinal  zone  they  may  always  be  separated; 
indeed,  in  most  preparations  they  are  separated  by  an  actual 
space  produced  by  unequal  shrinkage. 

Tlie  differentiation  of  the  lenticular  from  the  retinal  zone 
l)egins  about  the  seventh  day,  when  a  marked  difference  in  thick- 
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ness  jipjjears.  The  tnuisitioii  from  tlie  thinner  lenticular  to  the 
thicker  retinal  zone  soon  Ijecomes  rather  sudden  in  the  ivgioii  of 
the  future  ora  serrata.  About  the  eighth  or  ninth  day  a  further 
difTcFcntiiitioii  arises  within  the  lenticular  zone,  markinp  off  the 

regions  of  the  iris  imd  oihary  processes  (Fifr.  159).     The  rejiion 
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Nussbaum,  Szily,  and  Lewis  to  arise  from  epithelial  buds  of  the 
pupillary  margin  and  the  adjacent  portion  of  the  pigment  layer 
of  the  iris.  The  marginal  buds  (Fig.  160)  begin  to  form  during 
the  seventh  day,  the  more  peripheral  ones  somewhat  later;  the 
former  are  less  numerous  and  larger  than  the  latter.  The 
observations  are  well  supported,  and  appear  to  leave  no  doubt 
that  the  specificity  of  the  ectoderm  cells  of  the  iris  are  not  fixed. 
According  to  Lewis  the  wandering  pigmented  cells  of  the  ante- 
rior portion,  at  least,  of  the  choroid  also  arise  from  the  pigment 
layer  of  the  optic  cup. 

The  ciliary  processes  begin  to  form  from  the  ciliary  region 
of  the  lenticular  zone  on  the  eighth  day  (Fig.  159);  the  epithelium 
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Fig.  160.— Two  sections  of  the  pupillary  margin  of  the  eye  of  a  chick  of  13 

days   incubation.     A.,  X  260.     B.,  130.     (After  Lewis.) 
V'Jr.'  Z':  p^»^^ry  Pf^.^^'^^-     K.  B.,  Epithelial  bud.     P.,  Margin  of  pupil,      p    1 

Snh  "   v,^^  spluncter  muscle  of  the  iris,  derived   f rim  the  margin.      Snh  ' 
bph.  ,  f^ubmargmal  buds  of  the  sphincter.  '       ' 

becomes  thrown  into  folds  projecting  towards  the  posterior  cham- 
ber,  the  cavity  of  the  folds  being  filled  bv  the  mesenchyme  of  the 
<levelopmg  choroid  coat.  The  muscles 'of  the  ciliary^  body  de- 
yelop  from  the  mesenchyme  of  the  processes,  which  acquire  a 
connection  with  the  lens  through  a  special  differentiation  of  the 
yitreous  body,  the  zonula  ciliaris  (zonuhi  Zinnii) 

In  the  retinal  portion  of  the  optic  cup  the  inner  layer  forms 

he  entire   retina   proper  from   the  internal   limiting   memhraue 

to  the  rods  and  cones  indusiye.     The  outer  layer  forms  the  pi^! 
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ment  layer  of  the  retina.  About  the  middle  of  the  fourth  day 
pigment  begins  to  develop  in  the  outer  layer  and  extends  through- 
out it,  even  to  the  distal  portion  of  the  optic-stalk  at  first  (Ucke, 
'91).  The  histogenesis  of  the  retina  of  the  chick  has  been  de- 
scribed by  Weysse  (1906). 

2.  The  Vitreous  Humor  (Corpus  Vitreum).  Until  compara- 
tively recently  embryologists  have  adhered  to  the  view  stated 
by  Schooler  (1848)  and  Kolliker  (1861)  that  the  vitreous  body 
arises  from  mesenchymal  cells  that  enter  the  eyeball  through 
the  choroid  fissure.  The  fact  that  the  embryonic  vitreous  humor 
of  birds  is  almost  entirely  devoid  of  cells  was  a  serious  difficulty. 
The  cells  are  in  fact  so  scanty  as  to  be  absent  in  many  entire 
sections.  Moreover,  in  character  they  resemble  embryonic 
blood-cells  and  not  mesenchyme,  and  disappear  entirely  by  the 
eighth  day.  It  seems  impossible  that  they  should  play  any 
important  part  in  the  origin  of  the  massive  vitreous  body.  Re- 
searches of  the  last  few  years  have  demonstrated  that  the  vitreous 
body  is  primarily  of  ectodermal  origin,  its  fibers  arising  as  processes 
of  cells  of  the  inner  layer  of  the  optic  cup  and  the  matrix  as 
secretion.  According  to  some  the  cells  of  the  lens  are  responsible 
wholly  (Lenhossek)  or  in  part  (S/ili)  for  the  fibers;  this  view, 
however,  has  been  strongly  combatted  (Kolliker  and  Rabl)  and 
requires  further  evidence  to  substantiate  it. 

Both  retinal  and  caecal  parts  of  the  cup  take  part  in  the  forma- 
tion of  the  fillers  of  the  vitreous  body;  the  retinal  part  is  at  first 
the  most  important,  and  the  primary  vitreous  body  is  almost 
entirely  retinal  in  its  origin.  But  after  the  caecal  part  is  differ- 
entiated the  activity  of  the  retinal  part  tecomes  less,  and  the 
greater  part  of  the  fil)ers  of  the  vitreous  body  appears  to  be 
formed  from  cells  of  the  cajcal  part,  that  send  out  branching 
and  anastomosing  processes  into  the  posterior  chamber.  There 
is  no  sharp  boundary  between  the  fibers  that  form  the  vitreous 
body  and  those  that  form  the  zonula;  and  the  fibers  of  the  latter 
may  l)o  regarded  as  homologous  to  those  of  the  former.  The 
matrix  of  the  embryonic  vitreous  body  may  be  regarded  as  a 
seci-etion  of  the  walls  of  the  optic  cup.  Later,  the  secretion 
apix^ai-s  to  i)e  confined  to  the  ciliary  processes.  It  is  jwssible 
that  the  mesenchyme  plays  some  part  in  the  formation  of  the 
vitreous  body  after  the  formation  of  the  pecten  begins;  but  there 
is  no  evidence  that  it  does  so  at  first. 
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3.  The  Lens.  The  account  of  the  development  of  the  lens  is 
mainly  after  Rabl.  The  wall  of  the  lens-sac  is  everj''where  a  sin- 
gle-layered epithelium,  though  the  nuclei  are  at  different  levels  in 
the  cells. 

Shortly  after  the  lens-sac  has  become  separated  from  the  ecto- 
derm the  proximal  wall  (that  next  the  cavity  of  the  optic  cup) 
l)egins  to  thicken  by  elongation  of  the  constituent  epithelial  cells 
(Figs.  157  and  158).  During  the  fourth  day  the  elongation  of  the 
cells  increases  greatly  as  the  first  step  in  the  formation  of  the  lens 
filKjrs,  while  those  of  the  distal  wall  remain  practically  unchanged, 
l)eing  destined  to  form  the  epithelium  of  the  lens.  Between  the 
cells  of  the  proximal  and  distal  walls  are  found  cells  of  an  inter- 
mediate character,  bounding  the  equator  of  the  lens  (Fig.  158). 

During  the  fifth  day  the  elongation  of  the  cells  of  the  proximal 
wall  proceeds  apace;  those  in  the  center  of  the  wall  are  most 
elongated  and  there  is  a  gradual  decrease  towards  the  equator 
of  tlie  lens.  In  this  way  the  face  of  the  proximal  wall  gradually 
appmaches  the  distal  wall  and  meets  it  on  the  fifth  day,  thus 
obHterating  the  central  part  of  the  lens  caN-ity,  though  the  periph- 
eral part  ixMuains  oix^n  for  a  considerably  longer  time  (Fig.  158). 
The  nurlei  of  the  lens  fillers  occupy  approximately  their  center, 
and  tl\us  (ovm  a  fairly  broad  curved  band,  concave  towards  the 
optic  rup.  At  the  same  time  the  lens  is  increasing  ven'  rapidly 
in  si.'o. 

iMirini:  tho  sixth,  sovonth.  and  eidith  days  the  same  processes 
otMitinuo  and  tho  oK>iiir:ition  ot  the  lens  fil>ers  makes  itself  felt 
on  tho  iiiuor  faro  i^f  ti\o  ions  wWwh  Uvomes  convex.  The  form 
atwl  arran^Muoiit  of  tiio  parts  is  shown  in  Fiirure  159.  The  fillers 
ahvavlv  p!vsor\t  aiv  vio^tituvl  to  t'orm  only  the  core  of  the  adult 
Utis.  atul  a  tvu  p'>Hv«  lvi;i:.s  a:  :iiU  time.  leadinsr  to  the  forma- 
tioti  of  tllvrx  :!,,^t  u,,iM  ::v:-m:vo<  a:v-ind  this  coro  in  a  merid- 
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This  process  is  kept  up  not  only 

during  embryonic  life,  but  dur- 

-■■■  ■.:-'■■-■■'■■:.  ['.i--T::._  ■  .    ^. 

iiif!  the   entire  growth  of   tlu' 

fowl;  thus  the  thickness  of  tin 

superimposed   lamellte  is   only 

0.60   mm.   at   hatching,  but   i- 

2.345  mm.  in  the  adult  (Rahl) 

In  the  fowl  the  lens  includf^ 

three  concentric  layers  of  fibci^ : 

(1)  the   central   mass   or   cun 

formed  by  the  proximal  wall  i>i 

the    original   lens-sac;  this  li;i-- 

the  same  diameter  (0.80  mm.) 

^^H 

us  the  entire  fiber  muss  at  eight 

■ 

days.     Nuclei  are  entirely  ab- 

■ 

sent.    (2)  An  intermediate  layer 

^m 

of    meridional  rows    of    fibers 

■ 

rather     irregularly     arranged, 

H 

which  shade  gradually  into  the 

fibers  of  the  core  and  into  those 

^^H 

of  (3)  the  radiiil  laniellte,  which 

H 

form  the  greater   part   of  the 

^ 

substance   of   the   adult    lens. 

The  meridional  rows   and   the 

! 

radial  lamella?  proceed  from  the 

cells  of  the  intermediate  zone 

of   the  original   lens-sac.     Fig. 

161  shows  a  sector  of  un  equa- 

torial section  through  the  leus 

of    a   chick.     The  three  zones 

are  well  marked;  the  extraordi- 

^■t?.-' ..  jj-r  :•■ 

nary   regularity   of  the  aupei^ 

"■'■^^^^^ 

imposed    layers   of  the   radial 

^43* 

iamellffi  is  well  shown. 

Fio.  161.— Equatorial  iect ion  thiwigh 

The  lens  epithelium  of  birds 
and   reptiles   also    produces    a 

the  lena  of  &  chick  embryo  of  ei^t 

(luyit.    The  niain  iiuuis  of  (he  cnljra 
lens  is  repreaenled   by  irr^ilarly 

peculiar  structure  which  may  be 

arranged    central    filiem.     Tnnviirda 

called  the  equatorial  ring  (Ring- 

the  surface   (above)   thf  fiU^rs  are 

wulHt,  RabI). 

arran)ced    in    niwa   and    are   quite 

It  will  l.e  seen  in  the  figures 

regularly  six  »ide<l,     i.Uter  Rabl.) 
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that  the  epithelium  is  originally  thinnest  distally  and  thickens 
towards  the  equator.  This  condition  increases  up  to  the  eighth 
day,  at  which  time  the  thickening  increases  more  a  short  distance 
from  the  equator,  so  that  there  is  a  broad  ring-shaped  thickening 
of  the  anterior  epithelium  separated  by  a  narrow  thinner  zone 
from  the  cells  of  the  equatorial  zone  (cf.  Fig.  159).  This  ring 
increases  in  thickness  during  the  greater  part  of  the  period  of 
incubation,  and  its  cells  become  fibers  arranged  in  a  radial  direc- 
tion. The  meaning  of  this  curious  structure  is  somewhat  obscure, 
but  from  the  fact  that  it  shows  on  its  surface  the  impression  of 
the  ciliary  processes,  Rabl  was  of  the  opinion  that  it  served  in 
accommodation  of  the  eye  as  an  intermediary  between  the  ciliary 
processes  and  the  true  lens-fibers. 

4.  Anterior  Chamber  and  Cornea,  etc.  When  the  optic  vesicle 
is  first  formed  it  is  in  immediate  contact  w-ith  the  ectoderm. 
After  its  invagination  the  lips  of  the  optic  cup  withdraw  a  short 
distance  from  the  surface.  At  the  same  time  the  lens  invagi- 
nates  and  is  cut  off  from  the  ectoderm,  but  remains  in  contact 
with  it  during  the  third  day.  There  is  thus  a  ring-shaped  space 
between  the  lens  and  optic  cup  on  the  one  hand  and  the  ectoderm 
on  the  other,  which  is  the  beginning  of  the  anterior  chamber  of 
the  eye  (ef.  Fig.  96  C).  With  the  formation  of  the  cornea  the 
lens  withdraws  somewhat  from  the  surface  and  the  space  spreads 
over  the  whole  external  surface  of  the  lens;  at  first  it  is  very 
narrow,  ])ut  increases  in  size  by  the  formation  of  the  iris  and 
the  bulging  of  tlie  cornea. 

The  cornea  itself  develops  from  two  sources:  (1)  the  external 
epithelium  is  derived  from  the  ectoderm  overlying  the  anterior 
chamber,  (2)  the  cornea  projrria  and  the  internal  epithelium 
lining  the  anterior  cliamber  develop  from  the  surrounding  mesen- 
chyme but  in  somewhat  different  wavs. 

The  cornea  projyria  apjx^ars  on  the  fourth  day  as  a  deli- 
cate structureless  meml)rane  beneath  the  corneal  epithelium. 
During  the  fifth  day  it  increases  to  about  the  thickness  of 
the  overlying  ectoderm  (Fig.  loS).  About  this  time  mesen- 
chyme cells  from  the  margin  of  the  optic  cup  ])egin  to  migrate 
between  the  cornea  proi)ria  and  lens,  and  soon  form  a  single 
complete  layer  of  cells  on  the  inner  face  of  the  cornea  propria; 
this  layer  iHM'onies  the  inner  epithelium  of  the  cornea  (Fig.  158). 
The  cornea  propria  is  still  devoid  of  cells,  but  on  the  sixth  and 
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seventh  days  the  mesenchyme  surrounding  the  eyeball  begins 
to  penetrate  it  from  all  sides  in  the  form  of  a  compact  wedge, 
which,  advancing  in  the  substance  of  the  cornea  propria,  soon 
meets  in  the  center.  These  cells  form  the  so-called  corpuscles 
of  the  cornea.  They  appear  arranged  in  strata  from  a  very 
early  period. 

The  anterior  chamber  is  bounded  by  the  cornea  externally; 
its  margins,  which  are  at  first  coincident  with  the  lips  of  the  optic 
cup,  soon  extend  peripherally  over  the  iris  (Fig.  159).  The  inner 
epithelium  ceases  at  the  margin  of  the  cavity  or  is  continuous 
with  the  cells  of  the  sclerotic;  it  does  not  appear,  in  an  eight-day 
chick  at  any  rate,  to  be  reflected  over  the  iris,  but  the  epithelium 
of  this  structure  next  the  anterior  chamber  appears  to  be  simply 
a  special  differentiation  of  its  own  superficial  cells.  The  anterior 
chamber  is  closed  centrally  by  the  lens,  but  communicates  more 
or  less  for  a  considerable  period  around  its  margin  with  the  pos- 
terior chamber.  This  is  at  least  the  appearance  in  good  sections; 
it  seems  probable,  though,  that  in  life  there  is  contact  between 
the  optic  cup  and  lens. 

The  stroma  of  the  iris  proceeds  from  that  portion  of  the 
mesenchyme  left  in  association  with  the  pars  iridis  retinse  after 
the  peripheral  extension  of  the  anterior  chamber.  It  becomes 
very  vascular  at  an  early  stage.  The  canal  of  Schlemm  arises 
as  a  series  of  vacuoles  just  peripheral  to  the  margin  of  the  ante- 
rior chamber  about  the  eighth  day.  These  soon  run  together 
to  form  a  ring,  which  is  separated  from  the  anterior  chamber 
by  the  ligamentum  pectinatum  iridis. 

5.  The  choroid  and  sclerotic  coats  are  differentiations  of  the 
mesenchyme  surrounding  the  optic  cup.  But  little  is  known 
concerning  the  details  of  their  development  in  the  chick.  A 
figure  of  Kessler's  shows  chromatophores  developed  in  the  choroid 
coat  at  twelve  days;  I  find  a  very  few  already  formed  at  eight 
days.  Cartilage  begins  to  appear  in  the  sclerotic  at  eight  days, 
the  forerunner  of  the  sclerotic  ossicles  (Fig.  159). 

6.  The  Eyelids  and  Conjunctival  Sac.  The  integument  over 
the  embryonic  eveball  remains  unmodified  until  about  the 
seventh  day.  At  this  time  a  circular  fold  of  the  integument 
forms  around  the  eyeball  with  the  pupil  as  its  center.  At  the 
same  time  a  semi-lunar  fold  develops  within  the  first  on  the  side 
of  the  eyeball  next  the  beak.     (See  Figs.  122-124.)     From  the 
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first  fold  the  upper  and  lower  eyelids  are  developed,  and  from  the 
second  the  third  eyelid  or  nictitating  membrane.  The  area  bounded 
by  the  outer  ring-shaped  fold  becomes  the  conjunctival  sac. 

From  their  place  of  origin  the  free  edges  of  these  folds  then 
grow  towards  the  center,  and  thus  a  cavity,  the  conjunctival 
sac,  is  formed  between  the  folds  and  the  integument  over  the  eye- 
ball (conjunctiva  sclerae).  The  outer  fold  grows  more  rapidly 
above  and  below  than  at  the  sides  and  the  opening  narrows^ 
becoming,  therefore,  gradually  elliptical  and  finally  somewhat 
spindle-shaped.  Thus  the  upper  and  lower  eyelids  are  established. 
The  semi-lunar  fold  of  the  embryonic  nictitating  membrane  also 
grows  towards  the  pupil,  most  rapidly  in  its  center.  The  con- 
junctival sac  also  expands  peripherally,  especially  at  the  inner 
angle  of  the  eye,  and  thus  accommodates  itself  to  the  increasing 
size  of  the  eyeball  (Fig.  159). 

The  Harderian  gland  is  visible  on  the  eighth  day  as  a  solid 
ingrowth  of  ectodermal  cells  of  the  conjunctival  sac  at  the  inner- 
most angle  of  the  nictitating  membrane. 

Feather  germs  develop  on  the  outer  surface  of  both  upper 
and  lower  lids  especially  at  their  edges.  The  ectoderm  covering 
the  inner  faces  of  the  upper  and  lower  lids,  both  faces  of  the  nic- 
titating membrane  and  the  remainder  of  the  conjunctival  sac 
becomes  modified  into  a  moist  mucous  membrane.  Over  the 
cornea  the  ectoderm  is  esj^erially  modified  as  already  noted. 

Papi'lUv  Conjunctiva  Sclera'.  On  the  seventh  day  of  incubation 
papilhe  hep;in  to  ap|x*ar  on  the  surface  of  the  conjunctiva  sclera? 
and  soon  form  a  rinti:  surrounding  the  iris  at  some  distance  periph- 
eral to  its  margin  (Figs.  122,  123  and  124).  The  number  of  these 
papillae  ap})oai*s  to  be  quite  constantly  fourteen.  They  are  at  first 
fully  exposed  owing  to  the  undeveloj^ed  condition  of  the  eyelids, 
but  the  latter  overgrow  them  about  the  eleventh  or  twelfth  days. 
Degeneration  of  the  papilla^  begins  about  this  time,  and  on  the 
thirteenth  day  they  have  entirely  disappeared.  In  section  they 
are  found  to  be  thickenings  of  the  ectoderm,  produced  by  multi- 
plication of  tlie  cells.  They  may  rise  above  the  surface;  but  more 
frequently  project  inwards  towards  the  connective  tissue.  There 
is  apparently  no  accompanying  hypertrophy  of  the  latter.  Thus 
they  differ  quite  essentially  from  feather  germs  with  which  it 
seems  natural  to  compare  them;  and  their  significance  is  entirely 
problematical  (see  Xussbauni). 
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7.  Choroid  Fissure,  Pecten,  and  Optic  Nerve.  The  pecten  of 
the  hen*s  eye  is  a  pigmented  vascular  plate  inserted  in  the  depres- 
sion occupying  the  center  of  the  elongated  blind  spot,  or  entrance 
of  the  optic  nerve,  which  extends  meridionally  from  the  fundus 
nearly  to  the  ora  serrata.  The  pecten  projects  a  considerable 
distance  into  the  posterior  chamber  and  its  free  edge  is  much 
longer  than  its  base,  being  consequently  folded  like  a  fan;  hence 
the  name.  The  optic  nerve  runs  along  the  base  of  the  pecten, 
its  fibers  passing  off  on  either  side  into  the  retina;  thus  it  con- 
tinually diminishes  in  size  until  it  disappears.  The  pecten  is 
consequently  separated  from  the  choroid  coat  by  the  optic  nerve. 
It  is  supposed  to  function  as  a  nutrient  organ  for  the  layers  of 
the  retina,  by  means  of  lymph  channels  that  pass  off  from  its 
base  into  the  retina.  There  is  no  arteria  centralis  retinae  in  the 
bird's  eye. 

These  structures  develop  in  connection  with  the  choroid 
fissure  as  follows:  On  the  fourth  day  the  choroid  fissure  has  be- 
come a  very  narrow  slit,  and  by  the  middle  of  the  day  its  edges 
are  in  apposition  in  the  pars  cceca  of  the  bulbus.  Proximally, 
however,  the  meeting  of  the  lips  of  the  fissure  is  prevented  by  the 
mesoblast,  in  which  the  basal  blood-vessel  runs  along  the  entire 
length  of  the  open  portion  of  the  fissure.  During  the  fourth 
day  this  blood-vessel  enters  the  posterior  chamber  with  its  en- 
veloping mesenchyme  along  the  entire  length  of  the  open  portion 
of  the  choroid  fissure,  and  forms  a  low  mesenchymal  ridge  con- 
nected by  a  narrow  neck  of  mesenchyme  in  the  fissure  with  the 
mesenchyme  outside.  During  the  fifth  day  the  ridge  becomes 
higher  and  keel-shaped,  and  a  thickening  appears  along  part  of 
its  free  edge  above  the  blood-vessel.  During  this  day  also  fusion 
of  the  lips  of  the  choroid  fissure  has  taken  place  in  the  pars  caeca. 
At  the  same  time  an  important  change  begins  in  the  proximal 
portion  of  the  choroid  fissure  that  leads  to  the  formation  of  the 
pecten  proper.  This  is  an  involution  of  the  lips  of  the  optic  cup 
bounding  the  choroid  fissure  on  each  side  of  the  mesodermal 
keel,  and  their  continuous  ingrowth  until  they  meet  over  the 
keel  and  fuse  above  it  in  a  mass  in  which  the  outer  and  inner 
layers  of  the  retina  are  indistinguishably  fused.  Thus  the  proxi- 
mal portion  of  the  mesodermal  keel  is  enclosed  in  a  kind  of  tunnel 
composed  of  tlie  involuted  edges  of  the  optic  cup.  The  forma- 
tion of  this  tunnel  progresses  gradually  from  the  fundus  towards 
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the  ora  serrata  by  the  same  process  of  involution,  until  on  the 
eighth  day  the  mesodermal  keel  is  completely  covered  up. 

Fig.  162  gives  a  diagrammatic  view  of  the  condition  of  the 
pecten  in  the  middle  of  the  seventh  day  of  incubation.  Figs. 
163  and  164  show  sections  through  this  at  the  points  a.  b.  c,  d,  e, 
indicated  in  the  figure.  The  formation  of  the  tunnel  will  be 
readily  understood  by  study  of  the  figures.  It  will  be  seen  that 
the  major  portion  of  the  embryonic  pecten  is  of  ectodermal  origin, 
and  that  the  mesoderm  forms  a  relatively  inconspicuous  part 
of  it.     Later,  on  the  same  day,  it  becomes  increasingly  difficult 
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Fig.  102.  —  Uiajrrammatip  reconstruelion  of  the  ppcten  of  the 
eyeot  acliickenibryoof  7J  days' inculwl ion.     l.\fterBemd.) 

fh.  fis.  t.,  I.ip  of  tlip  choroid  fissure,  ("h.  fiss.,  Choroid  fis- 
Biin-.  Mos.,  Mesolihisi.  Mes.  b.,  Uoiiiidnry  of  thn  iiiesoblast 
within  Ihp  clioroiil  fissiirp.  Mcs.  Iv.,  TliipkeTiinp  of  the  nieso- 
lilHHtic  kwl.  op.  C.  Oplie  cup.  O.  St.,  Optic  atalk.  P.,  Pec- 
ten.    P.  B.,  Base  iit  the  pecten. 

Tlip  arrow  iiiiiicatcs  the  direction  of  growth  of  the  ecto- 
derinnl  liitmel. 

The  lines  a,  h.  c,  d,  c  show  the  planes  of  llie  sections  re- 
produce.! in  Pip.  lf>:i  (H,  b,  c,  e)  and  in  l''ig.  lilJ  id). 

to  distinguish  cctoilomiul  iind  mcsfidennal  jmilion.s  of  the  pecten, 
and  thcifaftcr  it  is  quite  ini[)(issilile  to  say  which  parts  of  it  are 
of  ectodermal  and  wiiich  ai-c  of  TTiesodermal  origin.  During  the 
eighth  and  ninth  days  t!ic  jvctcn  hicreases  greatly  in  height, 
and  becomes  relatively  very  much  narrower. 

The  folds  of  the  iK'cteo  ikiw  iK'gin  to  develop  and,  by  the 
seventeenth  day  (heir  nunilic!-  is  IT-IS.  llio  same  as  iti  the  adult. 
The  pigment  does  not  begin  to  apjK-ar  until  aboiU  the  twelfth  tiay. 
The  details  of  the  developmrnt  of  the  hluod- vessels  are  not  known. 
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The  Optic  Nerve.  Owing  to  the  relations  established  by  the 
choroid  fissure,  the  floor  of  the  optic  stalk  is  continuous  from  the 
firet  with  the  inner  layer  of  the  retina  (Fig.  96  B),  and  it  furnishes 
the  path  along  which  the  optic  nerve  grows.  The  axones  of  the 
optic  nerve  originate,  for  the  most  part,  from  the  retinal  neuro- 
lilasta.  composing  the  layer  next  to  the  cavity  of  the  optic  cup, 
and  their  growth  is  thus  centripetal.  They  are  first  formed  in 
the  fundus  part  of  the  retina,  and  grow  in  the  direction  of  the 


(Kt.— Outlines  of 

Fie.  163.    (After  B«md.) 

bl.  V-.  Blood  vessel.     1. 


,  Inner  or  retinal  layer  of  the 


breviations  as  Wore.     (Fig.  162.) 

optic  stalk  l>etwccn  the  internal  limiting  membrane  and  the  neu- 
roblast layer  (ganglion  cell  layer),  thus  forming  a  superficial  layer 
of  axones;  their  formation  begins  on  the  fourth  day,  and  there  is 
a  period  about  the  end  of  this  day  when  axones  are  found  in  the 
distal  part  of  (he  optic  stalk,  next  to  the  Imlbus  oculi,  but  not 
in  the  proximal  part,  next  to  the  brain,  Thi.s  observation  affords 
conclusive  proof  of  the  retinal  origin  of  the  fibers  of  the  optic 
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nerve;  moreover,  at  an  early  stage  of  their  differentiation  it  is 
possible  to  trace  their  connection  with  retinal  neuroblasts. 

The  first  fibers  of  the  optic  nerve  are  formed,  as  already 
Elated,  from  the  fundus  part  of  the  retina;  the  fibers,  therefore, 
pass  dirertly  to  the  floor  of  the  optic  stalk;  but  on  the  fifth  day 
the  formation  of  fibers  begins  from  more  distal  portions  of  the 
retina  and  these  do  not  grow  towards  the  insertion  of  the  optic 
stalk,  but  towards  the  choroid  fissure;  arrived  there,  they  bend 
centrally  and  run  in  a  bundle  on  each  side  along  the  floor  of  the 
bulbus  oculi  to  the  optic  stalk,  where  they  join  with  the  fibers  first 
formed.     The  later  formed  fibers  pass  to  still  more  distal  portions 


I  of  ¥ig.  1(12,  to 
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ml.  as  ilic  [X'ctcn  forms  in  the  manner 
of  the  i)])ti<-  luTvp  all  unite  Ix^ueath 
lual  ojHic  stalk.  Thus,  the  optic  nerve 
'iiiciit  ill  IcuEtli  with  the  i>ase  of  the 
pecten,  and  its  fil)ers.  nidiatin;;  off  into  the  irtinu  on  each  side 
of  the  pecten,  scparale  the  liittcr  i-omjilctcly  fi\)in  the  choroid 
coat  of  the  eyoliall. 

The  optic  stalk  is  at  iii>:t  n  tubular  cnitnnuiiication  t)etweon 
the  optic  vesicle  and  the  foi-e-brain.  ami  ils  wnils  arc  aTi  e]>ithelial 
layer  of  the  same  thickness  thiiiughoTH.     The  fibers  of  the  optic 


ORGANS  OF  SPECIAL  SENSE  285 

nerve  grow  into  its  ventral  wall  exclusively,  between  its  epithelial 
cells,  which  gradually  become  disarranged  and  irregular.  Thus 
the  ventral  wall  becomes  increasingly  thick  and  the  lumen  excen- 
tric.  By  the  sixth  day  the  lumen  appears  in  cross-section  as  a 
narrow  lenticular  space  with  an  epithelial  roof,  above  the  large 
optic  nerve.  Soon  aft^r,  the  lumen  disappears  entirely;  no  trace 
of  its  former  existence  is  to  be  found  on  the  eighth  day. 

II.   Thk  Development  of  the  Olfactory  Organ 

The  origin  of  the  olfactory  pit,  external  and  internal  nares,  and 
olfactory  nerve,  has  already  l)een  considered  (pp.  169, 215, and  263). 
I^fore  the  formation  of  the  internal  and  external  nares,  not  only 
has  the  entire  olfactory  epithelium  l^ecome  invaginated,  but,  owing 
to  the  elevation  of  internal  and  external  nasal  processes,  the  pit 
has  become  so  deepened  that  the  margin  of  the  olfactory  epithe- 
lium proper  now  lies  a  considerable  distance  within  the  cavity. 
Tliat  part  of  the  nasal  cavity  thus  lined  with  indifferent  epithelium 
is  known  as  the  olfactory  vestibule.  After  the  fusion  of  the 
internal  nasal  process  with  the  external  nasal  and  maxillary 
processes,  the  cavity  deepens  still  more. 

The  choanae  lie  at  first  just  within  the  oral  cavity,  but  the 
palatine  processes  of  the  maxillary  process,  growing  inwards 
across  the  primitive  oral  cavity  (pp.  298,  299),  unit€  on  the  sixth 
or  seventli  day  at  their  anterior  ends  with  the  internal  nasal 
processes,  and  thus  cut  off  an  upper  division  of  the  primitive 
oral  cavity  at  its  anterior  end  from  the  remainder;  in  this  way 
the  internal  openings  of  the  nasal  cavities  into  the  oral  cavity 
are  carried  back  of  the  primitive  choana*;  they  are  henceforward 
known  as  the  secondary  choanse.  Further  growth  of  the  palatine 
processes  brings  them  nearly  together  in  the  middle  line  along 
the  remainder  of  their  length,  about  the  eleventh  day;  but  fusion 
does  not  take  place,  the  birds  possessing  a  split  palate.  Thus 
the  superior  division  of  the  primitive  oral  cavity  is  added  to  the 
respiratory  part  of  the  nasal  passages. 

Tlie  nasal  cavity  is  further  elaborated  between  the  fourth 
and  eiglith  days  by  ingrowths  from  the  lateral  wall  (turbinals) 
and  by  the  formation  of  the  supraorbital  sinus  as  an  evagination 
that  grows  outwards  above  the  orbit.  Three  turbinals  are  formed 
in  the  nasal  cavities,  viz.,  the  superior,  middle,  and  inferior  tur- 
binals.    These  arise  as  folds  of  the  lateral  wall  projecting  into 
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the  lumen,  the  superior  and  middle  from  the  olfactory  division 
proper,  and  the  inferior  from  the  vestibulum;  on  the  middle 
turbinal,  however,  the  sensory  epithelium  gradually  flattens  out 
to  the  indifferent  type.  The  middle  turbinal  appears  first  in 
the  ventral  part  of  the  olfactory  division,  about  the  beginning 
of  the  fifth  day,  and  the  superior  somewhat  later,  immediately 
above  the  former,  the  two  being  separated  by  a  deep  groove 
(Fig.  165).  The  vestibular  turbinal  arises  still  later,  and  is  well 
formed  on  the  eighth  day. 

Fig.  166  shows  a  reconstruction  of  the  nasal  cavity,  seen  from 
the  lateral  side,  of  an  embryo  of  about  seven  davs.  It  is  a  re- 
construction  of  the  epithelium,  and  thus  practically  a  mold  of  the 
cavity;  therefore  projections  into  the  cavity  appear  as  depressions 
in  the  model,  and  the  grooves  and  outgrowths  of  the  external 
wall  as  projections.  The  superior  turbinal  has  an  oval  shape  with 
the  long  axis  in  an  apical  direction;  it  is  bounded  by  a  fairly  deep 
depression,  the  elevated  margin  of  the  model,  from  the  lower  end 
of  which  the  supra-orbital  sinus  (S.  s^o.)  passes  off  ventrally  and 
externally.  The  deep  depression  immediately  below  the  superior 
turbinal  lodges  the  median  turbinal.  A  fairly  long  passage  leads 
off  from  its  neighborhood  to  the  choanae  and  a  shorter  one,  the 
vestibulum,  to  the  external  nares.  The  depression  in  the  wall  of 
the  vestibulum  is  caused  bv  the  vestibular  or  inferior  turbinal. 
The  palatine  and  maxillary  sinuses  are  not  yet  formed. 

The  external  nares  are  closed  during  the  greater  part  of  the 
period  of  incubation  by  apposition  of  their  walls.  The  form 
and  dimensions  of  the  nasal  cavities  change  greatly  during  incu- 
bation, owing  to  shifting  in  the  original  positions  of  the  turbinals, 
outgrowth  of  the  facial  region,  and  development  of  sinuses.  The 
details  are  not  very  well  investigated,  and  an  examination  of 
them  would  lead  too   far. 

There  has  been  a  good  deal  of  discussion  as  to  the  existence 
of  an  organ  of  Jacobson  in  the  nose  of  birds;  it  has  usually  been 
assumed  that  it  is  entirelv  absent  even  in  the  cmbrvo.  Others 
have  identified  the  ducts  of  nasal  glands  as  a  modification  of  this 
organ.  Recently,  however,  Cohn  has  described  a  slight  evagi- 
nation  in  the  median  wall  of  the  primary  olfactory  pit,  that 
agrees  precisely  in  its  form  and  relationship  with  the  first  rudi- 
ment of  the  organ  of  Jacobson  in  reptiles.  Although  it  |)ei*sists 
only  from  the   stage  of  about   5.3   mm.  to   about   the   stage  of 
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5.9  mm.  head-length,  he  identifies  it  positively  as  a  rudimentary 
orniiii  of  Jarobson. 

The  septal  gland   arises  on   the  eighth   day  from   the   inner 
wall  of  the  vestil>ulum,  oppasite  the  base  of  the  vestibular  tur- 


bin^d.  as 

SCptllTll 


Kn:.  l(l.j.  ■  -  'IVaii^iviTsi'  sii'lioii  i)f  the  ()lfurt()rj-  orRiiii  "f  a 
chick  I'mliryii.  of  7,.t  mm.  h«id  IrnKth.     (After  Colin.) 
f..  Line  (if  fiiHi.Hi.     e.  n.,  Kvtcriwl  tiiisil  imxviw.     J.  ii., 
lrit.Tii.il  mi-«il  |>ri«i-S!).     T.  1,  T.  ■•.  Inlrnmsibtc  :m.l  hui).- 
rior  InrLiiiiils. 

:i  «t)lid  >■<>]■<{  of  cellri.     This  grows  iiarkwards  in  llic  nasal 
and  jmsws  to  the  outer  side  and  branches.  sulis<'(|ucntly 
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III.  The  Developmkxt  of  the  Ear 
The  ear  develops  from  two  entirely  different  primary  sources, 
viz., the  otocyst,and  the  first  visceral  or  hyomandibular  cleft:  The 
former  furnishes  the  epithelium  of  the  membranous  labyrinth;  the 
entodermal  pouch  of  the  latter  becomes  the  tympano-eustachian 
cavity;  and  part  of  the  external  furrow  forms  the  external  audi- 
tory meatus;  the  tissue  between  the  internal  pouch  and  the  ex- 
ternal furrow  develops  into  the  tympanum.  The  mesenchyme  in 
the  neighborhood  of  each  of  these  primortlia  becomes  modified. 


Fiu.  KMl.  —  Hc>('<insiriicti(.ii  of  lli 

pnihryo  of  nUmt  7  cl.iys;  hilcni 

Cli.,  Choiiiiii-.      i:  S..   Kxtcriia 

Intul  sinus.     T.  1,  T. -'.  T.:i,  lijt<- 

ferior  (vcsliWiibr)  IiirUiimU. 


sil  riivEly  of  a,  chick 
«-.     lAftcr  Cohn.) 
cs.     S.  s'o..  Supraor- 


(1)  to  form  the  bony  hibyriutli.  |)C'rilyruiili.  :ui<l  other  mesenchymal 
parts  of  the  internal  car,  and  (2)  to  form  the  auditory  ossicles  »( 
the  mid.lle  ear.  Tlni;;  the  cur  furiiislu's  a  strikiuK  example  of  the 
(■oml)iuation  of  originally  diverse  <'(iiii])(>iicnls  in  the  fonnntion 
of  ji  single  organ.  The  ciuirsc  of  evnhitiun  nf  iliis  comple.x  sense- 
organ  is  th».s  ilhiHtratcd  in  the  piubryoiiir  development;  in  th<r 
Selachia  the  hyomamlibular  I'lcft  iw  a  cDinmunicalion  l>et\veen 
c  and  exterior,  like  the  hraTicliiiil  .-Icft.-i,  and  .still  pirscrves 
certain  extent  the  respiratory  furntion.  Tlie  erjibryonic 
hi.story  furnishes  a  sumnuiry  of  the  way  in  whifli  it  was  gradually 
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drawn  into  the  service  of  the  otocyst  in  the  course  of  evolu- 
tion. 

Development  of  the  Otocyst  and  Associated  Ports.  In  the  pre- 
ceding chapter  we  took  up  the  formation  of  the  otocyst  and  the 
origin  of  the  endolymphatic  duct.  The  latter  is  at  first  an  apical 
outgrowth  from  the  otocyst,  but  ita  attachment  soon  becomes 
shifted  to  the  me<lian  side  of  the  otocyst,  owing  to  the  expansion 
of  the  dorsal  external  wall  of  the 
latter  (Fig.  167).  Three  divisions 
of  the  otocyst  may  now  be  distin- 
guished: (a)  ductu.'i  endolymphaticus 
or  recessus  labyrinthi;  (6)  pars  su- 
perior labyrinthi;  (c)  para  inferior 
labyrinthi.  The  boundary  between 
the  two  latter  is  rather  indistinctly 
indicated  at  this  stage  by  a  shallow 
groove  on  the  median  face  of  the 
otocyst.  The  development  of  these 
parts  maynow  be  followed  separately. 

(a)  The  Development  of  the  Ductus    Fia.167. -Modetof  theotocyrt 
„     ,  ,  ,    ,.  ,.  ,    J    ■  of  a  chick  embryo  Hhortly  be- 

kndobjmpkaticm.      It   was   noted    m         („,«  its  eepamtion   fmm   the 
Chapter  VI  that  the  ductus  endolym-       ectoderm.    (.A.ficr  Krause.) 
phaticus  in  imited  to  the  epidermis         D.  c,  Endolymphatic  duct, 
bv  a  strand  of  cells  that  preserves  a    ^ct     Ectoderm,    p.  v     Pocket 
'^  for  formation  of  vertical  aemicii^ 

lumen  up  to  the  stage  of  104  hours    cular  canalR.    X  indicates  the 

utle.«t(FiB.98).     Shortly  after,  thi,    KJ.l'S.t 'iCf  Sod^ 
connection  is  entirely  lost. 

The  opening  of  the  endolymphatic  duct  into  the  otocyst 
appears  to  be  shifted  more  and  more  ventrally  along  the  median 
Kurfare,  with  the  progre.-w  of  <hfferentiation  of  the  other  parts 
of  the  otocyst,  until  it  lies  in  the  region  of  communication  of 
the  utriculus.  saccutus  and  lagena  (Figs.  168  and  171).  This  is 
brought  about  by  the  various  foldings  and  expansions  of  the 
widi  of  the  otoc}-st  dcscriljed  in  b  and  c  In  the  meantime  the 
cndolyniphiitic  duct  has  increa.sed  in  length  with  the  growth  of 
the  surniunding  jmrts,  and  on  the  sixth  day  the  distal  half  begins 
to  expand  to  form  the  saccus  endolymphaticus,  lying  l)etween 
the  utriculus  and  the  hiud-hrain.  The  ehmgation  of  the  entir*" 
endolymphatic  duct  and  the  enlargement  of  Ihe  saccus  contir 
during  the  seventh  day,  and  on  the  eighth  day  the  saccus  overti 
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the  hind-brain  ami  l>pnds  in  iibovc  it  towarils  tlie  midille  Hne  (Fiji. 
168).  The  rijtht  anil  left  sacci  mv.  however,  still  sepiiratefl  l»y 
a  coHsiileralilc  space.  The  walls  of  the  saccus  alreiidy  form  :i 
larfre  niimlxT  of  low  fohls.  presuinalily  glandular,  the  first  lieftin- 


">"'■         ,-  /■ 

'  / 

p  -  -■    ^   I 

T»^1 

fi^. 

^mj>. 

'^^^^^^C^v^iJ^^^^^ 

■^^^P?^ 

/^ 

..f  :i.lii<>k.-ii>hr>-i>..f  rislil 


I'l.;.  KiS.      -Tr!msvrrsi-v<-li<iii  lliri.HKli 

iliiys  III  lh<-  ru;ri,„|  „r  ,|„.  ,.;ir  r;.li<i1<.i: 

(■-  ;i..  Aiil<-n<.r  ...■iiii.inubir  >-.m:A.     C.  Ii..  lI.iri-iDiiliil  wniirirc-iibr  ra(i:il, 

(■a,.s.  ,111.1..  .Vu,lit„ry  <.;i|,.ul,..     (^.v.  Tyin,i..  Tyi.,,.,.ni<-  ..uvily.     ('..t..  C.tlii- 

riirlh,      Durl    .lid..    i:h.li.lv,iipli:iTi.-    .Iii.-T.      fx.    i.U-   M„   Kxr.-m:i1    iLU.iiton- 

^iUi<      VU.  Till..,  -l-iil-iil  lU-iiiv.      !.,■,>:..  l.iit'.'(i:i.     .\I.  C.  Mifk.rs  ciriiliis.'-. 

.Mv..|.,  .\lv.-li.i»-,.|>li;il,„i.  NVh-,  N*,.t,.,h.ir.l.  ,il„  I'.Tilvmi-li.  Sar..  Siu-ni- 
hw.  S;i,.:..ri.!..  Kii.l..lviii)'li-il"'  -■><■■  '''lb.  KuM..  KM.-t:..'lii;i[i  tiil»>.  Tviiii... 
Tvitipimuiii.  Cir..  rrri.uliis.  \..  S:„-  .Icriv,.,]  ri..tii  ilu>  iimcr  cxtrl'iniiv 
<.f  ll..-  ly.M|B«m<'  TLiviiy. 

niii-s  ..|-  wliiHi  wetv  visilil.-  on  the  sixlli  <l;,v.  Tlic  form  of  lh<- 
>-a.-fns  anil  -hu-tns  ('iiil..ly(iiphaliciis  ;il  a  M.iiiewhal  lalfr  sla;:.- 
i.<  sliowi.  in  the  ii-i-oiistnn-ti..ri  (l-i.u-   1T:'.1. 
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It  is  intercsling  to  niite  that  the  epidermic  attachment  to  the  endo- 
lymphatic duct  in  about  at  the  junction  of  the  saeeua  endolymphatic  us 
and  ductUM  endolymphatic  us  e.s.  U  this  may  bear  a  phylogeiietic  inter- 
pretation, it  would  Hticm  that  the  saccua  should  be  regarded  as  an  addi- 
tion to  the  pritnitive  ductus  of  Selachii,  which  opens  on  the  surface. 

(6)  Development  of  the  Pars  Superior  Labyrinth'i;  Origin  of  the 
Semicircular  Canals.  We  have  already  seen  that  the  shifting 
of  the  ductus  endolymphaticus  to  the  median  eurface  of  the 
otoeyst  is  brought  about  by  a  vertical  extension  of  the  superior 
lateral  wall  of  the  otoeyst,  which  forms  a  shallow  pocket  opening 
widely  into  the  otoeyst  (Fig.  167).  Slightly 
later  a  second  pocket  is  formed  by  a  horizon- 
tally extended  evagination  of  the  lateral  wall 
of  the  para  superior  directe<l  towards  the 
epidermis.  These  two  pockets,  known  as  the 
vertical  and  horizontal  pockets,  are  the  fore- 
runners of  the  semicircular  canals:  the  vertical 
of  both  anterior  and  jxisterior,  and  the  hori- 
zontal of  the  horizontal  semicircular  canal. 
The  horizontal  pocket  forms  at  about  the  mid- 
dle of  the  e.\ternal  surface  on  the  fifth  day; 
immediately  above  it  is  a  roughly  triangular, 
pear-shaped  depression  in  the  wall  of  the  oto- 
eyst, bounded  by  the  vertical  pocket  on  the 
other  two  aides.  Thus  the  vertical  pocket  con- 
sists of  two  divisions,  anterior  and  posterior, 
meeting  at  the  apex  of  the  otoeyst  (Fig.  169). 

The  poeketfi  gradually  deepen;  and  the 
semicircular  canals  arise  from  them  by  the  fu- 
sion of  the  walls  of  the  central  part  of  each 
pocket,  thus  occluding  the  lumen  except  at    of  ductus  cochli 

the    periphery   (Fig.    170).     The    fused    areas    *'"'  f"^"^-  .  ^:  ^•• 
,111.  ,        -.-.  ■    .      ■         endolymphatic  duel. 

BUbsequenlly  break  through.      Ihe  penphencs 

thus  form  semicircular  tubes  communicating  at  each  end  with 
the  remainder  of  the  superior  portion  of  the  ot«cyat,  or  utriculvs, 
aa  it  may  now  be  called.  Three  semicircular  canals  are  thus 
formed,  one  from  each  division  of  the  original  vertical  pocket 
and  one  from  the  horizontal  pocket.  The  up|jer  ends  of  the  an- 
terior and  posterior  semicircular  canals,  formed  from  the  anterior 
and  posterior  divisions  of  the  vertical  pocket,  open  together  into 


Vui.  ICJ.  —  MoUel  of 
the  auditory  kby- 
rinlh   (otocyat)  of 
a  chick  emhiyo  of 
undetermined  age ; 
view  from  lM>hind. 
(After  Rtithig  and 
BnigHch.) 
C.  I.,  Pocket  for 
the  fomiBlion  of  the 
lateral     (horiionlal) 
semicircular    canal. 
C.  v.,  pocket  for  for- 
mation   of    vertical 
sent  {circular  canals. 
PrimonliuDi 
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the  iippx  of  the  urririiliiri;  :i[nl  tho  hnri.:oiit:Ll  r^inal  fornie-l  in>in 
the  extprn;il  pix-kft  extends  >>etwa?n  ilw?  >e|)ar!iteil  lower  ewh 
of  the  orhrr  two. 

We  nitipt  now  prtK^eeii  tn  a  nmre  •Ictail**.!  exaniinatii.n.  In 
point  oi  time  the  anterior  '-iisittali 
^inic'in-iiliir  ranal  i?i  the  first  ri>  !« 
fiirnie'liFii:.  171i:  thee^ertiiilihori- 
nnntal  or  lateral)  canal  fonie^  next. 
anil  ron;-iileralily  later  the  [^usterinr 
{fnintalt.  Thu.i  the  anterior  "-aiiitl 
is  at  fir^t  the  lanK'st.  the  extem:il 
next,  an<I  the  ]xisicrior  the  Miiallest. 
These  < lifforeii'-es  are.  however, 
larcfty  romiiensateJ  in  the  rour^ 
of  theenlllryllnil■lle^-eloEltllent.  The 
ainpiilliT  ajijiear  jis  (iilatinn.-  in  rf^e 
|)oi-kcts  even  l>ef"iv  the  lanaU  are 
fonno'l.  ami  are  i-on-pi'.'"i",i:s  dila- 
tiiiMs  l.y  the  time  that  the  •■entral 
pan-;  I'f  the  jxii-keis  have  bn.sen 
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th<-  utriculns  occur  Itin  i)i)riiinp:s  of  the  diK-tiiH  cndolymphuticUH, 
siK'cultis,  niitl  (Uictits  c'ocliletiris ;  the  two  latter  <lorive<i  from  the 
luirs  inferior  of  the  otoi-yMt,  to  the  (Icvelopnient  of  which  we 
now  turn. 

(r)  Ihrrloprntnt  of  the  I'arx  Infirii>r  iMlii/rinlhi:  Lagetin, 
Diictut  ('orhlfiirin,  and  Sarculun.  During  the  chiingen  descrilwd 
in  the  punt  suixrior  hibyriiithi,  thu  pars  inferior  ha«  (Ievelo[>cd 
into  tiic  ductus  coihlciiriit  and  lagena  on  the  one  hand,  and  the 
Kaccuins  nn  tlie  other.     Thnin(ihniit  the  series  of  the  \-ertehrate8 


]-|<;,  171.  Mi«l.lnf  till-  au.lil<ir>-  liil>.vritjtl.  <.f  iIh-  l.-ft  BHli-of  a  H.i.-k 
,.f  7  diiys  :iii.l  17  liniirs.  A.  M«iiaii  view.  B.  Kxt,Tn«l  v[i-w. 
(Afl'T  lt<>lhik':iii<l  I{rii|.'st'l>.) 

A,  II,.  .^iii|>Mlhi  iif  Ilic  aiitiTiiir  HcinirimilHr  rnmil.     A.  ji.,  .Vmjiiilbi 
'   ''  ii'in-uliir   niiml.     ('.  it,.  .Viitcrior   M'liiii-irciiliir 

il. 


n(   1li<>    |>c»^t.Ti»r   w'liiii'in-iiliir   nilml.     ('.  ii.,  Allti 

<-:iii:il.     ('.  I..  l-iK-ki-l  fur  fonimlion  fif  the  Intend 

('.  p..  I'lH'ki'l  fur  fiiniuitEoii  i>r  tlic  iHistcriiir  Hcmirirculiir  rntutl.     Si. 

Sicciiliis,     i  >ihi-r  :i 111 >n'vi:>I ions  us  iH-fdn-. 


th)'  striirtiin'of  the  piiissniieiior  is  very  iinifiirm:  llic  pal's  inferior, 
on  the  other  hand,  has  a  ctiaracleristic  stnictniv  in  each  <'lass 
ai>d  i>\!iil>its  ill  }.'cni'r:d  a  projin'ssivc  cvolntiiin.  Tlie  condition 
ill  llic  clii.-k  is  charai-tcri>tif  on  llie  whole  for  tlic  class  of  hirds. 
At  six  davs  the  l.iw.-r  divi^iol,  of  the  oto.-vsi  lias  ^i-own  mit 
veturalwar.]  into  a  dvi].  ,H.n<-h  which  is  curved  iHisieriorly  and 
t.iwaids  tlie  Hiid.llc  line  (l-'ij:.  17(h;  the  icrniiiia)  p.-rtion  is  the 
niditiK'iit  c,f  the  l;ii;eii:i.  mikI  the  intermediate  jMUlion  of  the  ductiw 
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cochlearis;  tlie  tip  of  the  lagena  in  its  gmw-th  ventralward  has 
reached  the  horizontal  level  of  the  notochortl.  The  saccuhis  Ls 
barely  indicated  j'et,  but  is  clearly  seen  on  the  seventh  day  as 
a  slight  protiiljerance  on  the  median  surface  of  the  uppermost 
part  of  the  para  inferior;  it  lies  in  front  of  the  lower  end  of  the 
en(l(>lyin]>hatic  <luct  at  a  slightly  lower  level  and  is  separateti  liy 
two  depressions  above  and  below,  from  the  anterior  ampulla 
and  the  ductus  cochlearis  respectively.  The  furrows  alwve  the 
sacculus  and  lielow  the  ampulla  of  the  frontal  semicircular  canal 
mark  the  boundary  Ijetween  the  pars  superior  and  inferior. 


17J.  -     Mi.i[i-1  of  11 
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.\  diiy  hilcr  (l-'iL'.  IT-Jl.  these  fiimnvs  have  <-ut  in  dc('i)c-r  and 
have  Iwc'oiiie  cciiiiinu.us  on  the  irieiliaii  siirfa<-c:  tlio  lanena  has 
eriJar-cl  .|i>ta]|y.  and  the  sa.'<-iihis  is  a  hciiHs|,lirrical  pniHilx-r- 
aiicf.     Th.-  tip  of  th<'  lajr-'na   lies  iK-ncalh   the  hind-l>rain    (V\g. 
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168).     The  condition  shown  in  Fig.  173,  at  eleven  days  seven- 
teen houra  is  substantially  the  same  as  in  the  adult. 

(rf)  Developmerd  of  the  Auditory  Nerve  and  Sensory  Arecu  of  the 
Labyrinth.  During  the  changes  in  the  form  of  the  labyrinth 
described  in  the  preceding  section,  the  lining  epithelium  has 
become  thin  and  flattened  except  in  eight  restricted  areas:  viz., 
the  three  crislce  amsliccE,  one  in  each  of  the  ampullae  of  the  semi- 
circular canals,  the  macula  ulriaili,  the  macula  saccuU,  the  papilla 
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Flu.  173.  —  Model  of  the  audLtory  latiyrtnth  of 
the  riplit  side  of  a  chick  embryo  of  11  dsya 
nnd  17  hours;  external  view.  (After  R5thig 
nnil  Bnipicli.)     Ahbreviations  aa  before. 

lugniw,  the  papilla  btisilaris  and  the  macula  neglecla.  Each  of 
those  cimtains  sensiiry  celk  ending  in  fine  sen.sory  hairs  pnijcct- 
iiiH  into  the  endolyniph,  or  fluid  of  the  labyrinth,  and  receives  a 
lininch  iif  tlic  auditory  nerve  proceeding  from  the  artistic  ganglia. 
Retiiniiiig  to  an  early  stage  to  follow  the  development  of  sen- 
sory !ire:is  and  nerves,  we  note  first  that  the  aciistic  ganglion  from 
whicli  the  auditory  nerve  arises  takes  its  origin  from  the  ai'ustii'o- 


296  THE  DEVELOPMENT  OF  THE  CHICK 

facialis  ganglion  which  lies  in  front  of  and  below  the  center 
of  the  auditory  pit.  During  the  closure  of  the  latter,  the  acustic 
ganglion  becomes  fused  with  part  of  the  wall  of  the  otocyst  in 
such  a  way  that  it  becomes  impossible  to  tell  in  ordinary  sec- 
tions where  the  epithelial  cells  leave  off  and  the  ganglionic  cells 
begin.  This  fused  area  may  be  called  the  auditory  neuro-epi- 
thelium.  At  the  36  somite  stage  the  neuro-epithelium  is  confined 
to  the  lower  (ventral)  fourth  of  the  otocyst,  covering  the  entire 
tip,  the  anterior  face,  and  a  small  portion  of  the  median  face 
(cf.  Fig  98).  The  neuro-epithelium  is  the  source  of  all  the  sen- 
sory areas,  which  arise  from  it  by  growth  and  subdivision.  The 
branching  of  the  auditory  nerve  follows  the  subdivision  of  the 
neuro-epithelium. 

The  exact  manner  in  which  the  changes  take  place  has  not 
been  made  a  subject  of  special  investigation  in  the  chick,  so  far 
as  the  author  knows.  However,  it  can  be  said  in  general  that 
there  is  first  a  partial  division  of  the  neuro-epithelium  into  a 
pars  superior  and  a  pars  inferior,  and  that  the  former  divides 
into  the  cristae  acusticse  (sensory  areas  of  the  three  ampullae) 
and  the  macula  utriculi,  while  the  latter  furnishes  the  macula 
sacculi,  papilla  basilaris  and  papilla  lagena?. 

The  sensory  cells  differentiate  from  the  epithelium  of  the 
labyrinth,  and  the  nerve  fibers  from  the  bipolar  neuro])lasts  of 
the  acustic  pian^lion,  tlie  peripheral  process  growing  into  the 
epithelium  and  branching  between  the  sensory  cells,  while  the 
central  process  grows  into  the  brain. 

(e)  Bony  Labyrinth,  Perilymph,  etc.  Tlie  loose  mesenchyme 
that  entirely  surrounds  the  otocyst,  differentiates  in  the  course 
of  development  into  the  membrana  propria  and  perilymphatic 
tissue  of  the  membranous  labyrinth,  the  i)erilyniph  and  the  bony 
labyrinth  in  the  following  manner;  on  the  sixth  day  a  single  layer 
of  mesenchyme  cells  in  contact  with  the  cells  of  the  otocvst  are 
arranged  with  their  long  axes  parallel  to  the  wall,  and  show 
already  in  places  a  slight  fil)rous  differentiation.  These  gradually 
form  the  membrana  j)ropria,  which  ap|x^ars  on  the  eighth  day 
as  an  extremely  thin  adherent  layer  with  protruding  nuclei  at 
intervals.     The   mesenchyme   external    to   this   delicate   laver   is 

ft  ** 

alivady  differentiated  on  the  sixth  day  into  a  perilymphatic 
and  a  procartilaginous  zone;  in  the  former  the  mesenchyme  is 
of  loose  consistency,  and  in  the  latter  zone  it  has  l^ecome  dense 
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as  a  precursor  to  chondrification.  The  distinction  between  the 
perilymphatic  and  cartilaginous  zones  is  most  distinct  (on  the 
sixth  day)  on  the  median  surface  of  the  ductus  cochlearis  and 
lagena.  The  differentiation  proceeds  rapidly,  however,  and  on 
the  eighth  day  the  entire  membranous  labyrinth  is  surrounded 
by  a  mass  of  embryonic  cartilage,  the  foundation  of  the  bony 
labyrinth,  excepting  around  the  endolymphatic  duct  (Fig.  168). 
Between  the  bony  and  membranous  labyrinths  is  a  thick  layer 
of  perilymphatic  tissue  composed  of  very  loose-meshed  mesen- 
chyme, which  in  the  course  of  the  subsequent  development 
breaks  down  to  form  the  perilymphatic  space.  Portions  of  the 
perilymphatic  tissue,  however,  remain  attached  to  the  mem- 
branous labyrinth  and  form  a  support  for  its  blood-vessels  and 
nerves. 

The  Development  of  the  Tubo-tjrmpanic  Cavity,  External 
Auditory  Meatus  and  Tympanum.  These  structures  develop 
directly  or  indirectly  from  the  first  or  hyomandibular  visceral 
cleft  and  the  adjacent  wall  of  the  pharynx.  In  a  preceding 
chapter  the  early  development  of  this  cleft  was  described;  we 
saw  that  the  pharyngeal  pouch  forms  two  connections  with  the 
ectoderm,  a  dorsal  one  corresponding  to  a  pit-like  depression  of 
the  ectoderm,  and  a  ventral  one  corresponding  to  an  ectodermal 
furrow.  The  latter  connection  is  soon  lost,  the  ectodermal  fur- 
row slowly  disappears,  and  the  ventral  portion  of  the  pouch 
flattens  out.  In  the  dorsal  connection,  however,  an  opening  is 
formed  which  closes  on  the  fourth  day,  and  the  dorsal  division 
of  the  pouch  then  frees  itself  from  the  ectoderm  and  expands 
dorsally  and  posteriorly  until  it  lies  between  the  otocyst  and  the 
ectoderm,  still  preserving  its  connection  with  the  pharynx  (Fig. 
102). 

(a)  The  Tubo-ti/mpanic  Space,  The  dorsal  portion  of  the 
first  visceral  pouch  forms  the  lateral  part  of  the  tubo-tympanic 
space,  but  the  greater  portion  of  the  latter  is  derived  from  the 
lateral  wall  of  the  pharynx  itself,  immediately  adjacent  to  the 
entrance  into  the  first  visceral  pouch;  the  region  concerned 
extends  from  near  the  anterior  edge  of  the  second  visceral  pouch 
forwards,  and  ends  a  short  distance  in  front  of  the  first  pouch. 
The  original  transverse  diameter  of  the  pharynx  in  this  region 
increases  in  the  course  of  development,  and  a  frontal  partitior 
grows  across  tlie  pharynx  forming  a  dorsal  median  chamber  int 
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lary  portion  of  the  colliculus  palato-pharyngeus  corresponds  to 
the  palatine  processes  of  mammals;  the  mandibular  portion  is 
peculiar  to  Sauropsida. 

If  the  interior  of  the  pharynx  and  oral  cavity  of  a  ten-day 
chick  be  examined  (Fig.  174  B),  it  will  be  found  that  the  col- 
liculus has  undergone  important  changes.  Its  maxillary  or  an- 
terior division  divides  in  two  limbs,  crura  superior  and  inferior, 
diverging  anteriorly  and  separated  by  a  depression  which  con- 
tinues the  nasal  cavity  backward;  its  free  posterior  end  extends 
farther  backwards  than  before,  and  is  more  elevated.  The 
bounding  sulci  are  both  deeper  than  before.  The  sulcus  tubo- 
tympanicus,  with  which  we  are  specially  concerned,  now  extends 
on  to  the  median  surface  of  the  hyoid  arch.  Subsequently,  the 
crura  superiores  of  the  opposite  side  meet  in  the  middle  line  and 
fuse  together;  in  a  similar  fashion  the  posterior  ends  of  the  col- 
liculi  fuse;  thus  the  sulci  tubo-tympanici  open  into  a  dorsal 
chamber  common  to  both,  which  communicates  with  the  ventral 
division  of  the  pharynx  by  a  slit  remaining  between  the  two 
fused  areas.  The  crura  inferiores  also  approach  one  another 
in  the  middle  line  but  do  not  fuse,  thus  leaving  the  typical  split 
palate  of  birds  in  front  of  the  fused  lower  ends  of  the  crura  super- 
iores. In  this  way  the  typical  adult  condition  of  the  bird's 
palate  is  established. 

From  this  description  it  will  be  seen  that  only  the  most  lateral 
portion  of  the  tubo-tympanic  cavity  is  directly  derived  from 
the  first  visceral  pouch.  In  later  stages  it  is  quite  impossible 
to  say  exactly  what  part,  but  it  is  quite  certain  that  it  lies  within 
the  tympanic  part  of  the  cavity.  About  the  end  of  the  fifth 
or  the  l)eginning  of  the  sixth  day  the  tubo-tympanic  canal  begins 
to  enlarge  distally  to  form  the  tympanic  cavity  proper  (cf.  Fig. 
168);  the  auditory  ossicles  (see  chapter  on  skull)  are  beginning 
to  form  just  above  its  dorsal  extremity,  and  as  the  tympanic 
cavity  enlarges  it  expands  around  them,  displacing  the  mesen- 
chyme, and  finally  meets  above  the  auditory  ossicles,  so  that 
these  api)ear  to  lie  within  it,  though  as  a  matter  of  fact  the  rela- 
tion is  analogous  to  that  of  the  entodermal  alimentary  tube  to 
the  body-cavity.  The  process  of  inclusion  of  the  auditory  ossicles 
is  not,  however,  concluded  until  about  t^  '^ay.     The 

blind  end  of  the  tympanic  cavity  att^  to  the 

external  auditory  meatus.     (See  * 
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During  the  seventh  and  eighth  days  the  enlarging  cartilaginous 
labyrinth  presses  down  on  the  Eustachian  tube  and  hinders  its  further 
enlargement.  On  the  eighth  day  the  tube  is  a  wide  but  narrow  slit 
which  appears  crescentic  in  a  sagittal  section  of  the  head  (Fig.  150). 

Some  rather  obscure  details  about  the  formation  of  the  tubo-tyin- 
panic  canal  are  mentioned  here  as  suggestions  for  further  work  on  the 
subject.  On  the  sixth  day  almost  the  entire  roof  is  composed  of  flat- 
tened c^Us  similar  to  the  roof  of  the  pharynx ;  the  floor,  however,  is  lined 
with  a  columnar  epithelium  which  extends  out  to  and  surrounds  the 
distal  extremity;  it  seems  probable  that  this  terminal  chamber  lined 
on  all  sides  by  columnar  epithelium  represents  the  first  visceral  pouch 
proper.  On  the  eighth  day  the  cavity  of  this  distal  chamber  is  com- 
pletely constricted  off  from  the  main  tympanic  cavity,  though  it  is  still 
connected  with  the  latter  by  a  solid  rod  of  cells,  which  gives  unequivocal 
evidence  of  its  origin.  I  do  not  know  what  becomes  of  this  separated 
cavity  later.     (See  Fig.  168  X.) 

(6)  The  External  Auditory  Meatus  and  the  Tympanum.  We 
have  already  seen  that  on  the  ectodermal  side  there  are  originally 
two  depressions  corresponding  to  the  first  visceral  pouch,  viz., 
a  dorsal  round  one  in  which  a  temporary  perforation  is  formed, 
and  an  elongated  ventral  furrow.  Between  these  is  a  bridge  of 
tissue  within  which  the  external  auditory  meatus  arises  as  a  new 
depression,  first  clearly  visible  on  the  sixth  day,  when  it  is  sur- 
rounded by  four  slight  elevations,  two  on  the  mandibular  and 
two  on  the  hyoid  arch.  The  meatus  gradually  becomes  deeper 
and  tubular,  mainly  owing,  I  think,  to  the  elevation  of  the  sur- 
rounding tissue,  the  bottom  of  the  meatus,  or  tympanic  plate, 
being  held  in  position  })v  the  forming  staix^s.  The  meatus  is 
directed  in  a  general  median  direction  with  a  slight  slant  dorsally 
and  posteriorly,  and  the  tympanic  plate  is  placed  obliquely,  not 
opposite  the  lateral  extremity  of  the  tympanic  cavity,  but  ven- 
trally  to  this  (cf.  Fig.  16S). 

Kven  on  the  sixth  day  the  position  of  the  head  of  the  stapes 
may  be  recognized  by  tlie  density  of  the  mesenchyme  internal  to 
the  bottom  of  the  meatus.  During  the  seventh  and  eighth  days 
the  stapes  l)ecomes  sliarply  differentiated,  and  the  internal  face 
of  the  tympanum  is  established  in  proportion  as  the  tympanic 
cavity  exi)ands  around  the  cartilage  (cf.  Fig.  168).  Thus  the 
tvmpaiium  is  faced  bv  ectoderm  externallv,  bv  entoderm  inter- 
nallv,  and  includes  an  intermediate  mass  of  mesenchvme,  which 
differentiates  l)v  degrees  into  the  projx^r  tympanic  substances. 


CHAPTER  X 

THE   ALIMENTARY  TRACT  AND   ITS  APPENDAGES 

The  origin  of  the  alimentary  canal  and  of  its  various  main 
divisions  and  appendages  has  l^een  considered  in  preceding  chap- 
ters. The  subsequent  history  will  now  be  taken  up  in  the  fol- 
lowing order: 

1.  The  mouth  and  oral  cavity. 

2.  The  pharynx  and  its  derivatives. 

3.  The  (rsophagus,  stomach  and  intestine. 

4.  The  liver  and  pancreas. 

5.  The  respiratory  tract. 

The  history  of  the  yolk-sac  and  allantois  was  considered  with  the 
embryonic  membranes  (Chap.  VII);  the  detailed  history  of  the 
mesenteries  will  be  taken  up  in  connection  with  the  body  cavities 
(Chap.  XI). 

I.    Mouth  and  Oral  Cavity 

The  oral  cavity  may  be  defined  embryologically  as  that  part 
of  the  alimentary  canal  formed  on  the  outer  side  of  the  oral  plate. 
Anatomically,  however,  such  a  definition  Ls  unsatisfactory  both 
because  it  is  impossible  to  determine  the  exact  location  of  the 
oral  plate  in  late  stages,  and  also  because  of  the  difference  in 
extent  of  the  ectodermal  component  in  roof  and  floor  of  the 
mouth;  the  definitive  mouth  cavity  includes  part  of  the  floor  of 
the  embryonic  pharynx.  It  Ls,  however,  of  interest  to  determine 
as  nearly  as  possible  the  limits  of  the  ectodermal  component 
of  the  oral  cavitv.  In  the  roof  this  Ls  not  difficult  because  the 
hyjx)physis,  which  arises  just  in  front  of  the  oral  plate,  retains 
its  connection  with  the  mouth  cavity  until  definitive  landmarks 
are  formed.  The  median  sagittal  section  of  an  eight-day  chick 
(Fig.  14S)  shows  that  this  ix)int  Ls  situated  almost  immediately 
opposite  to  the  glottis,  that  is,  l)etween  the  palatine  and  tubal 
fissures  in  the  roof  (cf.  Fig.  175).  In  the  floor  the  extent  of 
the  ectodermal  c<)mjx)neiit  is  much  less.     If  the  tongue  is  entirely 
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a  pliai*>'nfieai  slriidiire  (in  the  embrj'ological  sense)  the  limit 
of  the  (H'toderm  woiik!  lie  near  the  anjile  lietween  the  tongue 
ami  the  fl(K)r  (if  the  iiiidith.  In  the  side  walls  the  I:MHimlary  must 
be  near  the  lines  uniting  the  dorsal  and  ventral  innntu  as  thus 
determined. 


I''l>^  17.'..        I'lniT  !ii.<l  r-.(  «f  llii'  1 Ill  iif  III'-  Ix'ti.     Till'  jiiw  itiim-l.'s  wvrr 

cm  ttir..iii;li  i.ii  c.ii.-  sifl...  iIk'  lower  jiiw  .IUirti.'nli»(i>(l  ;iii.i  ill.'  ciUir..'  tlm.r 
ilrawri  hiu-k. 


\^■l■  have  jilrcady  r■l.Il^ld.■rl■ll  the  fcriTiaii.in  of  tlie  iHHinilarics 
<if  the  iiioulh  (riiap.  VI  and  Cliiip.  VMl.  and  of  llu-  paiale  (Chap. 
l.\.  piiirc  21111).  'nirsi-  d:ila  ii.'.-d  not  !,.■  r.'|-':ttcd.  so  wf  have 
left   to  .-orisidiT  otiU-   ih..   di-vHopnu-m    <>f  the   Leak,   csji-tooih. 

toll}ril<.,    :,lui    ordl    -LLNds. 

Beak  and  Egg-tooth,  Tlic  l)c;tk  is  a  hnrtiv  >i  i-ii<-nin'  formed 
by  eornHii'alion   .if  \]w   ci.i.l.-rn.al    r,-\\<   around   llu-    niarKiiis  ..f 
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Fio.   176. —Outline  ot  the  up- 
per  jaw   of    a   rhick  embryo 
of  18  days'  incubation.    (Aft«r 
Gardiner.) 
E.  T.,  Effg  Uioth.    L.  gr.,  Lip 

KTWtve. 


the  mouth:  the  egg-tooth  is  a  mammiform  hard  structure  with 
pointed  nipple  (Figa,  176  and  177)  situated  on  the  dorsum  of  the 
upper  jaw  near  ita  tip  (cf.  Fig,  150). 
Its  function  is  to  aid  in  breaking 
the  shell-membrane  and  the  shell  it- 
self at  the  time  of  hatching;  shortly 
afterwards  it  is  lost.  It  is,  there- 
fore, an  organ  concerned  with  a  sin- 
gle criticitl  event  in  the  life  of  the 
individual;  nevertheless  fully  de- 
veloped like  the  instinct  of  its  use, 
needed  only  for  the  same  critical 
event.  Though  its  structure  is  dif- 
ferent from  that  of  the  beak,  it  de- 
velops in  connection  with  the  latter, 
and  the  two  will,  therefore,  be  con- 
-sidered  together. 

The  formation  of  the  egg-tooth  begins  on  the  sixth  day  from 
an  area  situated  in  the  middle  line  near  the  tip  of  the  upper  jaw, 
distinguishable  in  the  living  embryo  by  its  opacity,  which  con- 
trasts with  the  translucency  of 
the  surrounding  parts;  in  pro- 
file view,  the  area  is  seen  to  be 
slightly  elevated.  In  sections 
the  appearance  is  found  to  be 
due  to  an  accumulation  of 
rounded  ectodermal  cells  lying 
between  a  superficial  layer  of 
periderm  of  several  layers  of 
cells,  and  the  subjacent  mucous 
layer  of    the    epidermis    (Fig. 

,.       „     ^  .      ,^       ,^     177).     Without     losing     their 

tut.  Ill, — Tninjivprne  section  through  ,    i     ■  i  .  r 

tl,.  u,.,K.r  i«w  of  a  chick  embryo  of     rounded  shapes    this    mass    of 

11  clay.*.     iAftcr(!nr<iin<T,)  <"ell3     gradually    assumes     the 

E.  T..E(tE '""ih.    H.Hom.   L.  gr..     form  of  the  egg-tooth  by  the 

T'll'trHdci-.    '*■'■•''""''■""■    "^^  ^■'     fourteenth  day.     The  overlying 

layer  of  periderm  is  lost  during 

the  act  of  hatching.     During  their  differentiation  the  cells  of  the 

egg-tooth  secrete  an  intercellular  sulwtance  of  homy  consistency 

in  which  intercellular  pmtoplasmic  connections  are  found.     The 
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protoplasm  of  the  cell-bodies  themselves  becomes  densely  packed 
with  granules,  apparently  also  of  a  homy  nature,  and  the  boun- 
daries of  the  cells  and  outlines  of  the  nuclei  become  indistinct. 

Reptiles  with  a  horny  egg-shell  are  provided  with  a  true  dentinal 
tooth  on  the  premaxilla,  which  has  the  same  function  as  the  egg-tooth 
of  birds  and  of  those  reptiles  that  have  a  calcareous  shell  (crocodiles, 
turtles,  and  Trachydosaurus).  The  latter  is,  however,  as  we  have 
seen,  a  homy  structure,  and  therefore  not  a  tooth  morphologically. 
Rose  therefore  projxxses  the  term  "  Eischwiele "  for  the  horny  tooth- 
like structure,  to  distinguish  it  sharply  from  the  real  egg-tooth. 

The  formation  of  the  upper  beak  begins  in  the  neighborhood 
of  the  egg-tooth  and  spreads  towards  the  tip  and  the  angle  of 
the  mouth.  Similarly,  in  the  lower  jaw  the  differentiation  begins 
near  the  tip.  It  is  a  true  process  of  comification,  that  takes 
place  beneath  the  periderm  and  involves  many  layers  of  cells. 
It  is  therefore  preceded  by  a  nipid  multiplication  of  cells  of  the 
mucous  layer  of  the  epidermis.  Soon  after  the  appearance  of 
the  horn  a  groove  appears  a  little  distance  above  and  parallel  to 
the  margin  of  the  upper  beak,  extending  fn)m  the  anterior  end  a 
short  distance  backwards  (Fig.  176).  In  sections,  this  appears 
as  an  invagination  of  the  epidermis;  a  similar  but  shallower 
invagination  appears  on  the  lower  beak.  In  the  upper  beak  the 
lips  of  the  invagination  fuse  together  and  thus  close  the  groove; 
in  the  lower  beak  the  groove  flattens  out  and  disiippears.  These 
grooves  correspond  in  many  respects  to  the  grooves  that  form 
the  lips  of  other  vertebrates,  and  tliey  may  he  interpreted  as  a 
phylogenic  reminiscence  of  lip-fonnation. 

Teeth.  All  existing  species  of  birds  are  toothless,  but  some 
of  the  most  ancient  fossil  l)irds  possessed  well-developed  teeth; 
it  is  natural,  therefore,  to  expect  that  nidinients  of  teeth  might 
be  found  in  the  embryos  of  some  existing  birds.  In  the  early 
part  of  the  nineteenth  century  some  observers  interpreted  papillae 
on  the  margin  of  the  jaws  of  certain  young  birds  as  rudimen- 
tary teeth;  these  were,  however,  shown  to  he  horny  formations, 
and  therefore  not  even  remotelv  related  to  teeth.  Gardiner  was 
one  of  the  first  to  call  attention  to  a  thickenin<2:  of  the  ecto- 
derm forming  a  ridge  projecting  slightly  into  the  mesenchyme, 
just  inside  the  margin  of  the  jaw  of  chick  enihryos  about  six 
days  old  (Fig.  177).  The  ridge  disappears  shortly  after  comifica- 
tion sets  in.     (jardiner  discussed  the  possil)ility  of  this  represent- 
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ing  a  stage  in  tooth  formation,  and  rejected  the  interpretation. 
Rose,  however,  has  found  the  same  ridge  still  better  developed 
in  embryos  of  the  tern  and  ostrich,  and  identifies  it  very  posi- 
tively with  the  tooth-ridge  or  first  step  in  the  formation  of  the 
enamel  organ  of  other  vertebrates.  It  seems  probable  that  this 
is  the  case,  and  that  in  this  ridge  we  have  the  very  last  stage 
of  the  disappearance  of  teeth. 

The  Tongue.  The  tongue  develops  from  two  primordia  in 
the  floor  of  the  embryonic  pharynx,  one  situated  in  front  of,  and 
the  other  behind  the  thyroid  diverticulum.  The  former,  or 
tuberculum  impar,  becomes  manifest  on  the  fourth  day  as  a 
slight  rounded  swelling  situated  between  the  lower  ends  of  the 
first  and  second  visceral  arches.  The  swelling  is  bounded  behind 
by  a  groove  that  has  the  ductus  thyreoglossus  for  its  center,  and 
in  front  by  a  shallow  groove,  that  represents  the  frenulum,  on 
the  posterior  margin  of  the  mandibular  arches.  The  second 
primordium,  or  pars  copularisy  arises  just  behind  the  thyroid 
and  includes  the  lower  ends  of  the  second  visceral  arches,  a  small 
part  of  the  lower  ends  of  the  third,  and  the  region  between  these 
arches.  According  to  Kallius  the  tuberculum  impar  forms  only 
the  center  of  the  fore  part  of  the  tongue,  and  the  lateral  parts 
arise  from  two  folds  that  form  right  and  left  of  it  (lateral  tongue- 
folds).  The  tuberculum  impar  thus  expanded  and  the  pars  copu- 
laris  constitute  two  very  distinct  components  in  the  development 
of  the  tongue. 

Soon  after  the  closure  of  the  thyroid  duct  the  two  tongue 
components  become  confluent,  but  the  zone  of  junction  remains 
visible  for  a  long  time  as  a  groove  (cf.  Fig.  148).  Moreover 
the  epithelium  of  the  forward  component  soon  becomes  thick- 
ened and  istnitified,  while  in  the  pars  copularis  the  epithelium 
remains  thin  and  simple  for  a  long  time.  With  the  elongation  of 
the  jaws  the  tip  of  the  tongue  grows  forward  above  the  frenulum 
(Fig.  148)  and  the  shape  of  the  entire  organ  conforms  itself  to 
the  shape  of  the  mouth  cavity. 

Figure  175  shows  the  tongue  of  the  adult  fowl.  The  anterior 
half  is  pointed  and  homy  and  is  bounded  from  the  posterior  half 
by  a  double  crescent  whose  posterior  convexity  is  l>eset  with  homy 
spines.  It  seems  probable  that  the  anterior  portion  is  derived 
from  the  procopuhir  part,  though  this  has  not  been  demonstrated 
by  continuous  observation.     Cornification  of  the  precopular  part 
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sets  in  about  the  eighth  day,  and  the  early  thickening  of  the 
epithelium  of  this  part  already  referred  to  is  undoubtedly  the 
first  stage  in  the  process. 

The  development  of  the  musculature  of  the  tongue  has  not 
been  followed.  The  development  of  the  skeletal  parts  is  con- 
sidered under  the  head  of  the  skeleton. 

Oral  Glands.  The  following  oral  glands  occur  in  the  hen: 
1,  lingual  glands;  2,  mandibular  glands;  3,  glands  opening  at 
the  angle  of  the  mouth;  4,  palatine  glands  in  the  neighborhood 
of  the  choanse.  The  only  account  of  their  development  known 
to  me  is  the  brief  one  of  Reichel.  All  the  glands  begin  as  solid 
ingrowths  of  the  mucosa,  which  may  branch  more  or  less,  and 
secondarily  acquire  a  lumen.  Their  development  begins  relatively 
late.  The  mandibular  glands  appear  first  on  the  eighth  day  as 
a  series  of  solid  ingrowths  of  the  mucosa  extending  on  both  sides 
of  the  base  of  the  tongue  forward  to  near  the  mandibular  sym- 
physis. They  are  still  mostly  solid  on  the  eleventh  day,  and 
very  slightly  branched,  if  at  all.  The  lingual  glands  arise  beneath 
the  lateral  margin  of  the  tongue  and  grow  up  on  each  side  of  the 
lingual  cartilage  towards  the  upper  surface  where  they  branch 
out.  They  begin  to  form  on  the  eleventh  day.  No  glands  form 
on  the  upper  surface  of  the  tongue.  The  glands  of  the  angle  of 
the  mouth  appear  on  the  eleventh  day,  in  situ,  as  slight  epithelial 
ingrowths.  Their  further  history  has  not  been  followed.  An- 
terior and  posterior  palatine  glands  can  be  distinguished;  the 
first  in  front  of  the  choanal,  the  latter  at  the  sides  of  and  behind 
the  choanse.     They  begin  to  appear  after  the  eleventh  day. 

II.    Derivativks  of  the   Embryonic   Pharynx 

The  pharynx,  which  is  such  an  extensive  and  important  region 
of  the  early  embryo  owing  to  the  development  of  the  visceral 
arches  and  clefts,  becomes  relatively  much  reduced  in  the  process 
of  development,  though  of  course  it  becomes  much  larger  abso- 
lutelv.  In  the  adult  it  is  a  somewhat  ill-defined  cavitv  from 
whicli  the  cosophagus  leads  away  posteriorly,  and  which  is  con- 
fluent with  the  mouth  anteriorly.  The  tul)al  fissure  opens  in 
its  roof  and  the  glottis  in  its  floor.  During  the  course  of  develop- 
ment, however,  certain  more  or  less  persistent  structures  form 
from  its  walls,  or  from  the  epithelium  of  the  pouches.  Although 
these  are  relatively  inconspicuous  organs  in  the  adult,  they  are  of 
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considerable  morphological  importance,  lieing  of  verj'  ancient 
origin  and  common  to  the  whole  series  of  vertebrates.  They  are 
the  thyroid  body  or  gland,  the  thymus,  the  postbranchial  or 
aupru pericardial  bodies,  and  certain  epithelial  vestiges. 

Fate  of  the  Visceral  Clefts.  The  times  of  opening  and  closing 
of  t!ic  vistreral  clefts  have  Ijeen  already  given  (pp.  176  and  177). 
The  later  history  of  the  first  visceral  pouch  has  been  described 
(p.  297).  The  second,  third,  and  fourth  pouches  retain  their 
connections  with  the  corresponding  ectodermal  grooves  for  a 
long  time  during  the  thickening  of  the  visceral  arches.  The  con- 
sequence is,  that  not  only  the  pouches,  but  also  the  ectodermal 
furrows,  are  drawn  out  into  long  epithelial  tulws,  and  the  original 
closing  plate  is  thus  deeply  invaginated.  In  the  case  of  the 
second  cleft  the  tube  ruptures  and  begins  to  degenerate  on  the 
sixth  day,  leaving  no  remnants.  In  the  case  of  the  third  and 
fourth  clefts  the  ectcKlermal  components  become  solid  on  the 
sixth  day,  and  form  strands  (funiculi  pracenrieales)  connecting 
the  entodermal  pouches  with  the  ainns  ceivicalU.  Theee  strands 
are  sub.'iequently  broken  through  and  disappear.  Parts  of  the 
emodernial  pouches,  however,  persist  in  the  thymus,  supraperi- 
cardial  liodies  and  other  epithelial  remains.     (See  below.) 

Thyroid.  The  thyroid  sac  (median  thyroid  of  authors)  loses 
all  coimection  with  the  pharyngeal  epithelium  on  the  fourth  day, 
and  on  the  seventh  day  it  l>ecomes  divided  in  two  massive  lobea 
placed  bilaterally  (see  Fig.  178).  These  then  migrate  Iwckwards 
on  each  side  of  the  trachea  towards  the  hinder  end  of  the  deriva- 
tives of  the  third  visceral  pouch  (Verdun)  and  become  lodged 
in  the  junction  of  the  sulx'luvian  and  common  carotid  arteries, 
where  they  are  found  in  the  adult  just  internal  to  the  jugular  vein. 

The  so-called  lateral  nidiments  of  the  thyroid,  or  postbranchial 
bodies,  are  histologically  entirely  different  from  the  thyroid  proper. 
They  are  descril>ed  Itelow. 

Visceral  Potiches.  The  second  visceral  pouch  leaves  no 
derivatives  in  the  adult;  during  the  fourth  day.  however,  a  con- 
siderable thickening  of  the  epithelium  appears  on  its  dorsal  and 
posterior  aspect,  near  its  opening  into  the  pharynx;  though  this 
disappears  very  soon,  it  may  be  considered  to  represent  ihe 
thymus  II  of  Selachia  and  Anura. 

The  third  visceral  pouch  loses  its  connection  with  the  pharynx 
by  atrophy  of  ils  internal  [xirtion  between  the  seventh  and  e 


308 


THE  DEVELOPMENT  OF  THE  CHICK 


days,  and  its  intennediate  portion  persists  as  an  epithelial  pocket 
on  the  ventral  face  of  the  jugular  vein  (Fig,  178).  This  pocket 
soon  divides  into  dorsal  and  ventral  moities  of  which  the  former 
develops  into  the  chief  part  of  the  thymus  (thymus  III)  and  the 
latter  into  the  so-called  epithelial  vestige  III.     (See  below.) 

The  fourth  visceral  pouch  likewise  separates  from  the  pharynx 
on  the  seventh  day,  and  furnishes  from  its  dorsal  portion  the 
thymus  IV,  and  from  its  ventral  portion  epithelial  vestige  IV. 
(See  below.) 


Fia.  178.  —  The  dprivalivos  of  the 
Verdun  from  Maurer.) 

A.  Of  7  iliiys'  inculwtioii, 

B.  (H  S  (lays'  inn  il  Hit  ion. 

Ep.  3,  Ep.  4,  Epithpiial  ImkHcs  drrivwl  from  thp  third  and  fourth 
poucfip.-i.  J.p  JufTulor  vein.  [I'lir  (V).,  Posthranchinl  hodips  tlerivf 
the  fifth  viseeral  [lourh.  Ph.,  Pliarynx.  Th.  3,  Tli.  4,  Pnrts  of  the 
(leriveil  from  tlip  thini  and  fourth  visccml  i)fniches  rcspeolively.  T 
roiil.     Ill,  !V,  third  and  fourth  vi.'iccral  elffts. 


pharynx  of  the  chick.      {.After 


visceral 
'r.,  Tliy- 


■hiiil  ImhIv)  likewise  becomes  iso- 
I'losed  vesicle;  its  differentiation  is 


The  fifth  pout-h  (po.stl: 
Iate<I  on  the  seventh  djiy  a 
considoroLl  below. 

The  Thymus.  AccordinK  to  the  alHu-e.  the  thymus  (if  the 
chick  ha.i  a  double  origin  on  each  side:  the  main  portion  (thymus 
III)  i.s  derived  from  the  ihirsal  wall  of  the  intennediate  part  of 
the  third  visceral  pouch.  Thi.s  soon  el<ingutes  to  form  an  epi- 
thelial cord  extenriing  along  the  jugular  vein;  a  smaller  portion 
(thymus  IV)  of  the  thymus  is  derived  from  a  corresponding  part, 
of  the  fourth  visceral  pouch,  and  fuses  with  (hynuis  III  (Fig.  17S). 
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In  the  young  chick  the  thymus  forms  a  voluminous  tract  of  lobu- 
lated  aspect,  extending  the  entire  length  of  the  neck;  later  it 
atrophies  and  in  old  subjects  one  finds  only  traces  of  it.     (Verdun.) 

Epithelial  vestiges  are  formed  from  the  ventral  wall  of  the 
intermediate  portions  of  the  third  and  fourth  visceral  pouches; 
these  come  to  lie  together  at  the  hinder  end  of  the  thymus  in  the 
base  of  the  neck.  They  are  found  in  the  adult  near  the  lower 
pole  of  the  thyroid  (Fig.  178). 

The  postbranchial  bodies  have  been  called  lateral  rudiments 
of  the  thyroid;  in  their  differentiation,  however,  they  do  not  form 
thyroid  tissue,  but  two  main  kinds  of  epithelial  tissues  similar 
to  the  tissues  of  the  thymus  and  epithelial  vestiges  respectively. 
They  are  to  be  regarded,  therefore,  as  a  fifth  pair  of  visceral 
pouches,  for  which  there  are  other  reasons,  as  we  have  seen  before. 
The  constituent  elements,  however,  do  not  separate  as  in  the  case 
of  the  third  and  fourth  visceral  pouches,  but  form  a  rather  ill- 
defined  mass  situated  a  short  distance  behind  the  thyroid  (Fig. 
178). 

The  epithelial  derivatives  of  the  embryonic  pharynx  in  the 
chick  are,  therefore;  1.  thyroid;  2.  thymus  (from  III,  IV); 
3.  epithelial  vestiges  (from  III,  IV);  4.  postbranchial  bodies, 
including  thymus  V  and  epithelial  vestiges  V.  The  thyroid 
develops  in  essentially  the  same  manner  in  all  vertebrates.  In 
the  case  of  the  thymus  it  may  be  said  in  general  that  more  visceral 
pouches  are  concerned  in  the  lower  than  in  the  higher  vertebrates. 

III.  Thk  (Esophagus,  Stomach  and  Intestine 

During  the  third  and  fourth  days  a  very  pronounced  lateral 
curvature  of  the  alimentary  canal  develops,  the  convexity  being 
turned  to  the  left  and  the  concavity  therefore  to  the  right.     The 
part  involved  extends  from  the  posterior  portion  of  the  crsopha- 
gus  to  the  end  of  the  duodenum.     As  the  duodenum  is  at  first 
very  short,  the  stomach  is  the  part  principally  affected  at  the 
start.      The  depth  of  the  mesogastrium    (dorsal    mesentery  of 
the  stomach)  is  considerably  increased  by  the  displacement ;  in  the 
region  of  the  greatest  curvature  it  descends  directly  in  the  middle 
line,  then  l)en(ls  sharply  to  the  left  and  is  attached  to  the  d' 
wall  of  the  stomach ;  the  accessory  mesentery  arises  at*' 
(See  Chap.  XI.)     The  stomach  does  not  rotate  on  it 
as  to  carry  the  attachment  of  the  mesogastriuir 
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left,  as  in  mammals;  in  the  chick  the  lateral  betiding  of  the 
stomach  appears  to  be  uncomplicated  by  any  such  rotation.  The 
cim'ature  leaves  a  large  space  within  it  to  the  right  containing 
the  meatus  venosus  and  liver,  in  short,  the  entire  median  mass 
of  the  septum  transversum. 

The  main  divisions  of  the  intestine  are  marked  out  by  their 
position,  size- relations  and  structure  before  the  closure  of  the 
yolk-stalk;  thus  on  the  third  day  the  (esophagus  appears  as  a 
constricted  portion  immediately  behind  the  pharynx,  and  the 
stomach  as  a  spindle-shaped  enlargement  behind  the  oesophagus; 
the  duodenum  is  indicated  at  the  same  time  by  the  hepatic  and 
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F[«.  179.  —  Viscera  of  a  chick  embryo  of  0 
dftys,  seen  from  tlie  riRlit  Eidc.  (After 
Diival.) 

AH.,  Allanto[s.  Au.  r.,  Rij;ht  auriclp. 
B.a.,  Bullnis  arleriosuB.  c.  pr.,  Cipcal  pro- 
ceas-s.  D.  L,  Loop  ,)f  the  ducidoiium.  Giz., 
(iizzani,  Lr.  r..  RiRht  lunR.  Li..  Liver. 
H..  Hwliim.  t.  R..  Tulffllridp..  V.,  Ven- 
tricle. W.  H..  Wnlfliiin  Itody.  Y.  St.,  Yolk 
slidk.     X.,  Uuodeno- jejunal  flexure. 

pancreatic  outgrowths.  The  form  of  the  intestine  on  the  sixth 
day  is  illustrntcd  in  Figure  ]79.  Behind  the  stomach,  the  inlen- 
tine  forms  two  loops  ile.srenitidg  ventrally.  The  first  or  duodena! 
loop  is  relatively  slightly  devolopril  at  this  time,  and  forms  an 
open  cTirve  just  l>eiioath  the  right  loho  of  (he  liver.  Its  ascend- 
ing limb  ri.-ics  to  a  high  dorsal  jiosition  jusi  behind  the  liver,  and 
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bends  sharply  to  enter  the  descending  limb  of  the  second  loop. 
This  bend  or  duodeno-jejunal  flexure  {X,  Fig,  J79)  is  a  relatively 
fixed  point  in  the  growth  of  the  intestine,  and  marks  the  bound- 
ary between  the  duodenum  and  succeeding  parts  of  the  small 
intestine.  The  second  loop  descends  deep  into  the  umbilical 
cord,  and  the  yolk-stalk  is  attached  to  its  lowermost  portion. 
A  bilateral  swelling  at  the  upper  end  of  its  ascending  limb  is  the 
primordium  of  the  csBcal  processes,  and  marks  the  anterior  end  of 
the  large  intestine,  which  passes  in  a  slight  curve  to  the  cloaca. 
In  the  subsequent  growth  of  the  intestine  the  fixed  point 
referred  to  above  at  the  hinder  end  of  the  duodenum  is  held  in  its 
place,  and  the  duodenal  loop  in  front  of  it  simply  becomes  longer 
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Fin.  IWO.  —  Viscera  of  a  chick  embryo  of  17  daya' 
incubation  from  the  ri|;ht  side.  (After  Duval.) 
Am,,  .Attachment  of  amnion  to  umbilical  stalk. 
Li.  r.,  I.,  Iti(tht  and  left  lobes  of  the  liver.  Pc.,  Pan- 
eroaji.  I'.  St.,  Umbilical  stalk.  Other  abbreviations 
same  as  Fig.  170. 

without  forming  secondary  convolutions;  the  pancreas  comes  to 
lie  in  this  loop.  The  second  loop,  on  the  other  hand,  forms 
numerous  secondary  convolutions  (Fig.  180)  which  lie  at  first  in 
the  umbilical  cord,  but  which  are  gradually  retracted  (seven- 
teenth to  eighteenth  day)  into  the  abdominal  cavity. 

The  two  intcslinul  can-a  begin  to  grow  out  as  finger-shaped 
processe.'*  fnim  the  swelling  already  referred  to,  al><)ut  the  seventh 
day,  hikI  nipidly  attain  considerable  length.  The  large  intestine 
elongates  only  about  in  proportion  to  the  growth  of  the  entire 
embryo. 

tted  the  general  gmss  anatomy  of  the  enibry- 
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onic  inteatiiio,  we  may  next  note  a  few  details  com-eriiing  some 
of  its  diviriions.  The  history  of  the  mesenteries  is  considered  in 
Chapter  XI). 

(Esophagus.  Owing  to  the  rapid  clonRation  of  the  neck  the 
(Koophagus  quickly  Ixjcomes  a  long  tul>e.  On  the  sixth  day  its 
lumen  l>econies  very  narrow,  jind  on  the  seventh  day  completely 
occhidefl  immediately  Iwhind  the  glottis,  owing  to  proliferation 
of  the   lining  cells.     On   the  eighth  day  the  occluded  portion 


pis  un<l  (nLclicii  of  an  S-ihiy  rlilck. 
C.>\>.   11,.  ('..jmlii  ..f  Ihr^  liVoi.!.     (lis. 
Yfn.  jiiK..  -luKiiliir  vi^iii. 


ii>ii  lliniiiBli  the  (vsiiplia- 
■iii|ili;i(rus.     Tr.,  Trai'licu. 


extends  onlv  a  short  distiincc  hcliiud  the  glottis:  it  is  com- 
pressi'd  dorso-vcnt rally  and  cxtciKicd  laterally  throughout  the 
occludcl  region  (Fig.  ISl).  On  the  eleveiitli  day  it  is  oi>en  again 
aloiifj  its  entire  length.  T!ie  vnip  arises  as  a  s]iiu(ile-sliaped  dila- 
tali<in  of  the  (rsci]>li;ig\is  at  the  base  .if  the  neek:  on  the  eighth 
day  it   is  aliout  double  the  ilianieter  of  the  parts  immediately 
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in  front  of  and  behind  it  (Fig.  150).  No  detailed  account  of  its 
development  exists. 

Stomach.  It  is  well  known  that  the  stomach  of  birds  exhibits 
two  successive  divisions,  the  proventriculus  and  the  gizzard, 
the  former  of  which  has  a  digestive  function  and  is  richly  pro- 
vided with  glands,  while  the  latter  has  a  purely  mechanical  func- 
tion, being  provided  with  thick  muscular  walls,  within  which  is 
the  compressed  cavity  lined  on  each  side  by  tendinous  plates. 

On  the  third  day  of  incubation,  the  divisions  of  the  stomach 
are  not  recognizable,  either  by  the  form  of  the  entire  organ  or  by 
the  structure  of  the  walls.  On  the  fifth  day,  however,  the  first 
indications  of  the  formation  of  the  compound  glands  of  the 
proventriculus  may  l)e  seen  in  the  cardiac  end;  the  posterior  or 
pyloric  end  occupies  the  extreme  left  of  the  gastric  curve  and 
forms  the  rudiment  of  a  blind  pouch  projecting  posteriorly,  that 
develops  into  the  gizzard.  On  the  sixth  and  seventh  days  this 
pouch  expands  farther  in  the  same  direction  (cf.  Fig.  179),  and  a 
constriction  forms  between  the  anterior  portion  of  the  stomach, 
or  proventriculus,  and  the  gizzard,  as  thus  marked  out.  The 
gizzard  grows  out  farther,  to  the  left  and  posteriorly,  at  the  same 
time  undergoing  a  dorso- ventral  flattening,  owing  to  the  forma- 
tion of  the  large  muscle-masses.  According  to  this  account, 
therefore,  the  greater  curv^ature  of  the  gizzard  would  represent 
the  original  left  side  of  the  portion  of  the  embryonic  stomach 
from  which  it  is  derived,  and  the  original  right  side  would  be 
represented  by  the  lesser  curvature. 

Tlie  large  compound  glands  of  the  proventriculus  are  indi- 
cated on  the  fifth  or  sixth  days  as  slight  depressions  of  the  ento- 
derm towards  the  mesenchyme;  on  the  seventh  day  these  become 
converted  into  saccular  glands  with  narrow  necks  (Fig.  182). 
P^ach  sacciilus  becomes  multilobed  about  the  twelfth  or  thirteenth 
days,  and  each  lobulus  includes  a  small  number  of  culs-de-sac, 
lined  with  a  simple  epithelium.  The  last  subsequently  become 
tubular,  and  the  original  sacculus  then  represents  the  common 
duct  of  a  large  compound  gland.     (See  Cazin.) 

The  simple,  tubular  glands  of  the  gizzard  begin  to  form  about 
the  thirteenth  or  fourteenth  day,  and  the  lining  of  the  gizzard 
is  simply  the  hardened  secretion  of  these  glands:  it  is  thus  essen- 
tially different  from  cuticular  and  comeoi  ^ 
face  of  the  body.     According  to  Caw 
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are  formed  as  folds  imd  cwls-iie-sac  ex<"ivate<l  in  the  thickness  itf 
the  original  epitlielial  wall,  by  elevations  of  the  subjacent  con- 
neetive  tissue.  It  should  be  noted  finally,  thai  from  the  eighth 
day  on,  the  surface  of  the  mucosa,  both  in  the  proveni riculus  and 
in  the  gizzanl.  is  covered  with  a  thick  layer  of  secretion;  subse- 
quently replaced  in  the  giz;:ard  by  the  corneous  lining. 
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Large  Intestine.  Cloaca,  and  Anus.  The  cUmcii  of  the  adult 
is  !i  lar<:<>  clianibcr  ii]ii-niiit:  I"  tlir  rxtcnor  bv  ihe  anus;  it  consists 
of  thrro  divisi-.us:  the  im-.-h-iiii-um  .ir  tcnninal  chamber  is  capai.li- 
of  bciiitr  clo-nl  by  111-  siihincu-r  nius.-ic.  ilu-  bursa  Fabricii  opens 
iiiio  iis  dorsal  wall,  an.i  it  is  separal.-l  by  a  stroric  circular  fold 
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from  the  intermediate  section  of  the  cloaca  ur  urodieuni;  this  is 
a  relatively  short  division  of  the  cloaca  which  receives  the  renal 
and  reproductive  ducts  in  its  dorsal  wall  by  two  pairs  of  openings; 
it  is  bounded  from  the  larger  anterior  division,  coprodsum,  by 
ft  rather  low  circular  fold;  the  eoprodieum  passes  gradually,  with- 
out a  sharp  line  of  division,  into  the  rectum. 

The  early  em brj'o logical  history  of  these  parts  has  been  con- 
sidered in  the  preceding  chapters.  The  condition  on  the  fourth 
day  is  shown  in  the  accompanying  figure  (Fig.  1S3)  representing  a 
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.11      d.  M,.  Cloacnl  mem- 
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sagittal  section  of  the  hind  end  of  the  embryo.  The  cloaca  is  the 
large  terminal  cavity  of  the  intestine,  closed  from  the  exterior 
by  the  cloacal  membrane,  in  which  the  entoderm  of  the  Hoor  of 
the  cloaca  is  fused  to  the  superficial  ectoderm  at  the  base  of  the 
tail.  The  line  of  fusion  is  a  long,  narrow  median  strip,  extending 
from  just  below  the  neck  of  the  allantois  to  the  hindex  end  of  the 
cloaca.     Leading  out  from  the  cloaca  ventrally,  >" 
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cloacal  membrane,  is  the  neok  of  the  allantois,  and  dorsal  to  this, 
the  large  intestine.  Though  not  shown  in  the  figure,  it  may  be 
noted  that  the  Wolffian  ducts  open  into  the  cloaca  behind  and 
dorsal  to  the  opening  of  the  rectum. 

The  appearance  of  the  cloaca  in  a  longitudinal  section  does 
not,  however,  give  an  adequate  idea  of  its  form.  The  anterior 
portion  of  the  cloaca  which  receives  the  rectum,  stalk  of  the 
allantois  and  Wolffian  ducts  is  expanded  considerably  in  the 
lateral  plane,  and  thus  possesses  a  large  cavity.     The  posterior 


Fir  IS4  — I  roiitn)  --(iliim  (hrouftli  thp  region  of  the 
(lonrn  cif  i  jj-ciii^  duck  <mhrv» 
an  F  Vn-il  folc!  B  t  Biirsa  I  alinoii  Tl  ( loacii 
Coel  CopIoiih  Hcct  lUclinii  «  1)  \\  olHian  duct 
X.  PoMtenor  lupli  of  tin  IknU  r(\it>  tin.  pi"''ip1i""' 
is  imaKinnt(-(l  iiml  f  Mt  ]  -u  la  to  siimilitt  a  gUndalor 


portidti.  on  the  other  liatnl.  U  gifntly  (-nni|)re.s.sed  lalenilly  and 
Ihc  cavity  is  extremely  narrow.  During  the  fifth  day  the  walls 
of  this  jiart  of  the  cloaca  Iwcome  iietually  fii.seil  together,  ami 
its  cavity  olilitcnitcd,  or  retnleretl  virtual  only  (Fig.  1S4).  Thus 
the  anterior  part  of   the  cloaca    is   prolonged   backwards   by  a 
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median  plate  which  is  continuous  ventrally  with  the  cloacal  mem- 
brane. 

This  plate  was  interpreted  by  all  the  earlier  observers  (up  to  Wenck- 
ebach) as  the  hypertrophied  cloacal  membrane.  It  is,  however,  not 
difficult  to  demonstrate  in  good  series  of  sections,  that  this  is  not  the 
case;  the  cloaca!  membrane  forms  only  a  small  part  of  this  plate,  and 
its  ectodermal  component  is  thin. 

During  the  fifth  and  sixth  days,  vacuoles  appear  in  the  pos- 
terior and  dorsal  part  of  the  fused  portion  of  the  cloaca,  and 
these  soon  run  together  in  the  uppermost  part,  but  remain  as  a 
chain  of  vacuoles  ventrally  (Fig.  184).  The  vacuolated  portion 
is  the  primordium  of  the  bursa  Fabricii  and  its  duct.  Its  cavity, 
which  is  extremely  narrow  and  ill-defined  at  this  time,  may  be 
regarded  as  a  re-establishment  of  the  cavity  of  the  posterior 
division  of  the  embryonic  cloaca;  its  communication  with  the 
anterior  portion  of  the  cloacal  cavity  is  soon  closed. 

At  this  stage  the  lining  epithelium  of  the  rectum  is  much 
thickened,  and  the  lumen  has  therefore  become  narrow  (Fig.  184). 

During  the  seventh  day  the  conditions  change  very  rapidly 
and  on  the  eighth  day  the  relations  are  as  shown  in  Figure  185. 
The  anterior  portion  of  the  original  cloaca,  or  urodaeum,  has 
l)ec()nie  compressed  in  an  antero-posterior  direction;  the  allantois 
leads  off  from  it  anteriorly  and  ventrally,  and  the  rectum  with 
its  cavity  now  obliterated  is  attached  to  its  anterior  face;  the  dor- 
sal extension,  above  the  rectum  (see  Fig.  185),  is  related  to  the 
urinogenital  ducts.  The  bursa  Fabricii  has  now  a  well-defined 
cavity  that  no  longer  communicates  with  the  urodaeum.  The 
tissues  surrounding  the  cloacal  membrane  have  grown  out  to 
form  a  large  perianal  papilla,  and  the  cloacal  membrane  is 
therefore  invaginated;  its  direction  also  is  so  altered  that  the 
invaginated  cavity  or  proctodeum  now  lies  behind  it;  the  bursa 
Fabricii  is  on  the  point  of  opening  into  the  highest  ix)int  of  the 
proctoda^um.  Vacuolization  of  the  tissue  between  the  cloacal 
membrane  and  the  urodffium  indicates  its  subsequent  dis- 
appearance. 

At  eleven  days  (Fig.  186)  the  general  arrangement  is  essen- 
tially the  same,  but  there  are  important  differences  in  detail. 
Tlie  bursa  Fabricii  has  now  l)ec()me  a  long-stalked  sac,  opening 
into  the  proctodeum  at  the  level  of  the  urodaeal  membrane. 
The  latter  is  still  quite  a  thick  plate,  but  the  vacuoles  in  it  fore- 
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shadow  its  final  rupture.  The  lower  end  (if  the  large  intearine 
is  perfectly  solid,  and  higher  up,  somewhat  vacuolated.  (The 
solid  stage  begins  on  the  seventh  day.)  The  urinogenital  ducts 
open  into  the  urodieum  above  the  solid  end  nf  the  large  intestine. 
It  will  be  seen,  therefore,  that  the  urndmum  is  transformed  into 
a  passageway  between  the  urinogenital  ducts  and  the  allanlois, 
being  closed  anteriorly  by  the  Holid  large  intestine  and  posteriorly 
by  the  iiroda:al  (cloacal)  membrane. 


I'lcj.   I6i>.       il    L  i},r  )  I      f  tl  (.  tcgol    uf   Lhc  cluUii.'a  in  a   mciiiuci  sii^itui] 
Bection  of  &n  8-Uay  tii  rk 
All.,   AlUntois.     An     Anus      B    F      Bursa   Fabririi.     c&ud.  A,,  Caudal 
artery.     Int.,  Intestine      N  ch    Notochord.     p.  P.,  Perianal  papilla.     Rect., 
Rectum.    Ur  d    Unxtieum 


During  the  twelfth  and  thirteenth  days,  the  vacuoles  in  the 
upper  part  of  the  large  intestine  flow  together  and  re-establish 
the  cavity,  but  the  lower  end  still  remains  closed  by  a  solid  plug 
of  cells;  immediately  anterior  to  the  latter  the  large  intestine  is 
dilated,  and  this  apparently  corresponds  to  the  coprodseum  of 
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the  adult  clouca.  Even  on  the  seventeenth  day  the  large  inles- 
tine  appears  to  be  still  dosed  al  its  lower  end,  and  the  urodsal 
membrane  still  perBiMts  as  a  plug  of  vacuolated  cells.  (Gasser.) 
Jloth  plugs  must,  however,  disappear  soon  after. 

It  would  thus  appear  that  the  urodieum  only  nf  the  adult 
cloat'ii  corresponds  to  the  embryonic  cloaca;  the  proctixlosum  is 
certainly  derived  from  an  ectodermal  pit,  and  it  is  probable  that 


Fig.  186. —Chick  embryo  of   II  dnya,  sagillal  SPCtinn 
through  the  region  of  the  clonm      Rccuiislruetal  from 
several  seetjons.     (After  Minot.) 
All'.,  Ascending  limb  of  the  aihintois.    All*.,  DescenH- 
inglimbof thcnllemtois.  An., Aiuil invagioation.  Aii.pl,, 
ITroiloJ   membrane.      Art.,   t'mbilieal   artery.      B.   F., 
Bursa  Fahrieii.     b.  f.,  Duct  of  the  bursa.     Clo.,  Cioacx. 
Ec.,  Ectoderm.     EnC,  Entoderm  of  the  rectum.     I.y., 
Nodules  of  crowded  cells,  probably  primordia  of  lym- 
phoid Htnictutws  in  the  wall  of  the  large  intestine.    W.  D., 
Wolffian  duel. 

the  coprodteum  represents  the  enlarged  lower  extremity  of  the 
embryonic  large  intestine.  The  bursa  Fabricii  is  an  entodennal 
structure  derived  from  the  posterior  portion  of  the  embryonic 
cloaca. 


1\'.     Thr  Developmext  of  the  Liver  axd  P.wcreab 
The  Liver.     The  anterior  and  posterior  livp*- 
rilieti  in  Chapter  VI.  constitute  the  rudir 
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suljstance  of  the  liver  is  dorived,  A  thinl  djvertimluni  is  dis- 
tinguiuhod  by  Brtniha  as  the  right  posterior  divert iciiluni ;  this  is 
nil  early  outgrowth  of  the  posterior  divert icuhim.  Hepatic  cyliii- 
ders  ari-sc  fmm  Iwth  primary  diverticula  at  an  early  stage,  smd 
these,  branching  and  anastomosing,  sotm  form  a  basket-work  of 
liver  tissue  arttund  the  intermediate  portion  of  the  meatus  venosus. 
The  anterior  diverticulum  alone  extends  forward  t«  the  anterior 
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end  of  llic  iticaMis,  and  It  even  cni-rtiai-lic^  on  ihcsiiiUf;  vonosus,  as 

on  the  olhci'  hand,  (he  Hver  tissue  is  licrlvcd  cMlirfly  fiiim  the 
piisterior  diverlicnlmti.  Tin'  lucseiichyiric  in  llic  interslices  of 
the  hf-iKitic  franu-wi.rk    is  n'p!:iced  ahuosi  iiunicciLately  l.y  liiii.id- 
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vessels  that  empty  into  the  meatus,  and  thus  appear  as  branches 
of  the  latter. 

The  gall-bladder  is  a  very  early  formation,  arising  from  the 
hindermost  portion  of  the  posterior  hepatic  diverticulum,  as  a 
distinct  bud  about  the  stage  of  68  hours  (Fig.  103),  and  forming 
a  pyriform  appendage  at  84  hours.  It  may  reasonably  be  re- 
garded as  derived  from  the  most  posterior  portion  of  the  prim- 
itive hepatic  gutter,  an  interpretation  that  agrees  with  the 
condition  found  in  more  primitive  vertebrates. 

At  the  stage  of  68  hours  (cf.  Fig.  103B),  the  anterior  and 
posterior  diverticula  proceed  from  a  common  depression  of  the 
ventral  wall  of  the  duodenum,  the  ductus  choledochus.  By 
means  of  an  antero-posterior  constriction,  the  latter  becomes 
much  more  clearly  defined  as  development  proceeds  (Fig.  187); 
there  arise  from  it  also  the  right  and  left  ventral  primordia  of 
the  pancreas  (see  below),  so  that  it  receives  at  this  stage  four 
main  ducts,  viz.:  the  right  and  left  ventral  pancreatic  diverticula 
and  the  cephalic  and  caudal  hepatic  diverticula.  On  the  sixth 
day  these  four  ducts  obtain  independent  openings  into  the  duo- 
denum and  the  common  bile  duct  thus  ceases  to  exist.  The 
relations  thus  established  are  practically  the  same  as  in  the 
adult . 

As  the  caudal  hepatic  diverticulum  grows  out  it  carries  the 
attachment  of  the  gall-bladder  with  it,  so  that  the  latter  is  then 
attached  to  the  caudal  diverticulum,  which  is  thus  divided  in 
two  parts,  a  distal  or  ductus  hepato-cysticus,  and  a  proximal  or 
ductus  cystieo-entericus.  That  portion  of  the  liver  arising  from 
the  cephalic  diverticulum  is  thus  without  any  connection  with 
the  gall-bladder.  There  seem,  however,  to  be  anastomoses 
between  the  ductus  hepato-cysticus  and  the  original  cephalic 
duct  (ductus  hepato-entericus)  in  the  adult,  lying  in  the  com- 
missure of  the  liver;  the  embryological  origin  of  these  appears, 
however,  to  be  unknown.  In  the  course  of  the  development, 
the  ()i>eninf;s  of  the  two  original  ducts  into  the  duodenum  come 
to  lie  side  hv  side  instead  of  one  behind  the  other,  and  the  original 
cephalic  duct  (ductiLs  hepato-entericus)  appears  to  be  derived 
mainly  from  the  left  lolx*,  and  the  ductus  cystieo-entericus  mainly 
from  the  right  l()l)e  of  the  liver.  The  actual  distribution  is,  how- 
ever, by  no  means  so  simple;  the  mode  of  development  of  the 
lolx?s  of  the  liver  (see  below)  would  explain  a  preponderant  dis- 
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tribution  of  the  cephalic  duct  to  the  left,  and  the  caudal  duct  to 
the  right  lobe. 

The  liver  is  primarily  an  unpaired  median  organ.  Its  division 
into  right  and  left  lobes  is  therefore  secondary  and  has  no  funda- 
mental embryological  significance.  The  factors  that  determine 
its  definitive  external  form  are  the  following:  (a)  the  relative 
power  of  growth  of  its  various  parts;  (6)  limitation  of  its  exten- 
sion to  the  septum  transversum  and  its  connections;  (c)  the  limi- 
tations of  space  in  the  coelome. 

Bearing  these  principles  in  mind,  the  growth  of  the  liver 
may  be  described  as  follows:  three  primary  divisions  succeed- 
ing one  another  in  a  cranio-caudal  direction,  may  be  distinguished 
at  an  eariy  stage,  viz.,  an  antero-dorsal  division,  abutting  on  the 
postero-dorsal  part  of  the  sinus  venosus,  formed  by  the  anterior 
end  of  the  cephalic  hepatic  diverticulum;  an  intermediate  division, 
surrounding  the  meatus  venosus  in  which  both  cephalic  and 
caudal  hepatic  diverticula  are  concerned;  and  a  postero- ventral 
division,  beneath  the  posterior  end  of  the  meatus  venosus  and  the 
right  omphalomesenteric  vein,  formed  exclusively  by  the  caudal 
diverticulum. 

The  growth  of  the  liver  causes  expansion  of  the  median  mass 
of  the  septum  transversum  in  all  directions,  excepting  anteriorly, 
and  the  substance  of  the  liver  extends  more  or  less  into  all  the 
connections  of  the  hitter,  viz.,  the  hit  era!  mesocardia,  the  lateral 
closing  plates  associated  with  the  umbilical  veins,  the  primary 
ventral  ligament,  the  mesentery  of  the  vena  cava,  the  gastro- 
hepatic  ligament,  and  that  part  of  the  hepatic  portal  vein  formed 
by  the  right  omphalomesenteric  vein. 

At  the  stage  of  06  hours  the  anterior  division  spreads 
out  in  the  lateral  mesocardia  behind  the  Cuvierian  ducts  nearlv 
to  the  lateral  body-wall  on  each  side.  The  intermediate  division, 
on  the  other  hand,  lies  largely  on  the  right  side  of  the  middle 
line,  owing  to  the  displacement  of  the  stomach  to  the  left  and  the 
meatus  venosus  to  the  right.  A  small  lobe  is,  however,  pushing 
itself  to  the  left  beneath  the  gastro-hepatic  ligament.  The  pos- 
terior division  lies  entirely  on  the  right  ventral  side  of  the  hinder 
end  of  the  meatus  venosus  and  right  omphalomesenteric  vein, 
as  far  hack  as  the  dorsal  anastomosis.  There  are,  of  course, 
no  sharp  lines  of  demarcation  between  the  divisions,  so  that  in 
general  it  may  be  said  that  the  liver  substance  tends  more  and 
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more  to  the  right  side  of  the  body  from  its  fairly  symmetrical 
anterior  end  backwards. 

The  lines  of  development  of  the  liver  are  thus  marked  out. 
On  the  sixth  day  the  anterior  division  is  larger  on  the  left  than 
on  the  right  side,  owing  no  doubt  to  the  incorporation  of  the  sinus 
venosus  into  the  right  auricle,  thus  leaving  more  room  for  the 
liver  on  the  left  side.  Passing  backwards  in  a  series  of  sections 
to  the  region  of  the  center  of  the  meatus  venosus,  we  find  the  liver 
larger  on  the  right  than  on  the  left  side,  being  centered  around 
the  meatus,  but  a  small  lobe  extends  over  to  the  left  side  ventral 
to  the  stomach.  The  posterior  division,  again,  is  confined  to 
the  right  side  and  ends  in  a  free  right  lobe  projecting  caudally  to 
the  region  of  the  umbilicus.  The  division  of  the  liver  into  right 
and  left  lobes  thus  takes  place  on  each  side  of  its  primary  median 
ligaments,  dorsal  or  gastrohepatic,  and  primary  ventral;  expan- 
sion being  inhibited  in  the  median  line  by  the  stomach  above  and 
heart  below,  it  takes  place  on  both  sides,  but  particularly  on  the 
right  side  where  there  is  more  space. 

The  reader  is  referred  to  Chapter  XI  for  description  of  the 
origin  of  the  ligaments  of  the  liver  and  the  relations  of  the  liver 
to  the  pericardium  and  other  structures;  also  to  Chapter  XII  for 
description  of  its  blood-vessels. 

The  histogenesis  of  the  liver  should  be  finally  referred  to. 
This  organ  is  remarkable  in  possessing  no  mesenchyme  in  the 
embryonic  stages  (Minot,  1900);  but  from  the  start  the  hepatic 
cylinders  are  directly  clothed  with  the  endothelium  of  the  blood- 
vessels, so  that  only  the  thickness  of  the  endothelial  wall  separates 
the  hepatic  cells  from  the  blood  in  the  sinusoids.  The  hepatic 
cylinders  have  been  described  as  arising  in  the  form  of  solid  buds 
fn)m  the  primary  diverticula;  the  buds  first  formed  branch 
repeatedly,  forming  solid  buds  of  the  second,  third,  etc.,  orders, 
and  wherever  buds  come  in  contact  they  unite,  forming  thus  a 
network  of  solid  cylinders  of  hepatic  cells.  The  solid  stage  does 
not,  however,  last  very  long,  for  on  the  fifth  day  it  can  be  seen 
that  many  of  them  have  develope<l  a  small  central  lumen  by  dis- 
placement of  the  cells.  Thus  there  gradually  arises  a  network 
of  thick-walled  tubes  instead  of  solid  cvlinders,  and  the  whole 
system  opens  into  the  primary  diverticula  from  which  it  arose. 

The  Pancreas.  The  pancreas  arises  as  three  distinct  entodermal 
diverticula,  the  origin  of  which  has  been  already  described,  and 


324 


THE  DEVELOPMENT  OF  THE  CHICK 


has  correspondingly  in  the  adult  three  separate  ducts  opening 
into  the  duodenum.  <Two  pancreatic  ducts  is  the  rule  in  Gallus, 
according  to  Gadow  in  Bronn's  Thierreich.)  Of  the  three  pan- 
creatic diverticula,  the  dorsal  one  arises  first  (about  72  hours) 
then  the  right  ventral  slightly  earlier  than  the  left  ventral 
(about    96    hours).      The  two   latter  arise   from   the   common 
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lippiitie  divert ieuliuii  no;ir  its  jvinetioii  with  the  (lii(nlenuiii  (Fig. 
ISS).  Thp  diffprnitiation  of  the  three  parts  is  essentiiilly  siniiiiir. 
ami  proceeds  niUiirally  in  llie  order  of  flirir  origin.  Solid  buds 
ari.se  from  the  enils  of  the  diverticula,  ami  these  liranch  repeatetily 
ill   t!ic   siirrouiidinE    nieseiichyiiio,    but    do    nut    ;inastoni<)Se:    the 
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final  terminations  of  the  buds  form  the  secreting  and  the  inter- 
mediate portions  the  various  intercalated  and  excretory  ducts 
that  form  a  branching  system  opening  into  the  main  ducts. 

The  successive  stages  in  the  development  of  the  pancreas 
may  be  stated  thus  (following  Brouha):  At  124  hours  the  two 
ventral  pancreatic  ducts  pass  anteriorly  and  a  little  to  the  left, 
crossing  the  cephalic  hepatic  duct  which  lies  between  them. 
They  are  continued  into  ramified  pancreatic  tubes  which  already 
form  two  considerable  glandular  masses.  The  right  ventral 
pancreas  is  united  by  a  very  narrow  bridge  to  the  dorsal  pancreas, 
and  the  latter  is  moulded  on  the  left  wall  of  the  portal  vein, 
while  its  excretory  duct  has  shifted  on  the  left  side  of  the  duo- 
denum nearer  the  ductus  choledochus.  At  154  hours  the  duct  of 
the  dorsal  pancreas  is  still  nearer  to  the  others,  and  the  three  pan- 
creatic ducts  enter  a  single  glandular  mass,  the  dorsal  portion  of 
which,  derived  from  the  primitive  dorsal  pancreas,  is  moulded  on 
the  left  wall  of  the  portal  vein,  and  is  continued  into  a  smaller  ven- 
tral portion  formed  by  the  fusion  of  the  two  ventral  pancreases. 

Subsequently,  the  pancreatic  lobes  fill  up  the  duodenal  loop 
(Figs.  179  and  180),  and  elongate  with  this  so  as  to  extend  from 
one  end  of  it  to  the  other  in  the  adult;  the  three  ducts  open 
near  the  termination  of  the  duodenum  (end  of  distal  limb) 
beside  the  two  bile  ducts. 

V.     Thk  Rkspiratory  Tract 

The  origin  of  the  laryngotracheal  groove  and  the  paired 
primordiu  of  the  lungs  was  described  in  Chapter  VI.  At  the  stage 
of  36  somites  the  laryngotracheal  groove  includes  the  ventral 
division  of  the  post  branchial  portion  of  the  pharynx,  which  is 
much  contracted  laterally  so  as  to  convert  its  cavity  into  a  deep 
and  narrow  groove.  This  communicates  posteriorly  with  right 
and  left  finger-sha|)ed  entodermal  diverticula  (the  entodermal 
lung-priniordia)  extending  into  the  base  of  the  massive  pear- 
shaped  mesodermal  hmg-primordia  attached  to  the  lateral  walls 
of  the  (psophagus.  The  mesodermal  lung-primordia  are  con- 
tinuous with  the  accessory  mesenteries, as  descril)ed  in  Chapter XI; 
and  by  them  attached  to  the  septum  transversuni. 

Bronchi,  Lungs  and  Air-sacs.  The  primitive  entodermal 
tubes  form  the  primary  bronchi,  in  which  two  divisions  may  be 
distinguished  on  each  side,  viz:  a  part  leading  from  the  end  of 
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the  trachea  to  the  hilum  of  the  Jung  (extra-pulmonary  bronchus) 
and  its  continuation  within  the  lung,  extending  its  entire  length 
(mesobronchus).  The  secondary,  air  passages  and  chambers 
of  the  lung  (ecto-  and  entobronchi,  parabronchi,  canaliculi  and 
terminal  alveoli)  and  the  air-sacs  arise  from  the  mesobronchi 
by  a  process  of  budding  and  branching  and  enlargement  of  ter- 
minal twigs.  The  mesobronchi  are  surrounded  from  the  first 
by  a  thick  mass  of  mesenchyme,  covered  of  course  towards  the 
body  cavity  by  a  layer  of  mesothelium.  In  the  early  develop- 
ment the  mesenchyme  of  the  lung-primordia  expands  so  rapidly 
as  to  provide  adequate  space  for  the  branching  of  the  mesobronchi 
entirely  within  the  mesenchymal  tissue. 

Although  the  development  of  the  lungs  of  the  chick  has  been 
studied  by  several  investigators  (Rathke,  Gcette,  Selenka,  Ber- 
telli)  there  has  been  no  complete  study  made  with  the  resources 
of  modem  technique,  and  our  knowledge  is  therefore  defective 
in  many  important  respects. 

We  may  note  the  general  topographical  development  as 
follows:  The  expansion  of  the  lungs  takes  place  into  the  pleural 
cavities;  thev  therefore  raise  themselves  from  their  surfaces  of 
attachment,  oesophagus  and  pleuroperitoneal  membrane,  and 
project  in  all  directions,  but  especially  dorsally  and  anteriorly 
(Fig.  189).  We  may  thus  distinguish  free  and  attached  surfaces; 
the  latter  is  nearly  a  plane  surface  and  on  the  whole  ventral  in 
position,  and  the  free  arched  surfaces  are  dorsal.  However,  it 
should  be  remembered  that  the  pleuroperitoneal  membrane 
which  forms  the  attached  surface,  lies  at  first  in  a  sagittal  plane, 
and  only  secondarily  l>ec()mes  frontal.  In  successive  stages,  the 
attached  surface  of  the  lung  (pleuroperitoneal  membrane) 
rotates  from  a  sagittal  to  an  approximately  frontal  plane  (Chap). 
XI).  An  anterior  lung  lobe  grows  out  in  front  and  dorsal  to  the 
mesobronchus,  beginning  at  six  days,  and  the  extra-pulmonary 
bronchus  thus  acquires  a  ventral  insertion  into  the  lung. 

Stages  in  the  development  may  be  described  as  follows: 
At  9()  hours,  the  bronchi  arise  from  the  end  of  the  trachea,  ven- 
tral to  the  (esophagus  and  pass  back  on  either  side  of  the  latter, 
describing  near  their  centers  a  rather  sharp  curve  that  brings 
the  dorsal  ends  to  a  higher  level  than  the  (rsophagus.  A  very 
slight  dilatation  at  the  extreme  end  of  the  niesol)ronchus  is  usually 
interpreted  as  the  beginning  of  the  al)doniinal  air-sac. 
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At  six  liaya  the  mesobronchus  within  the  lung  <iescribes  a 
course  nearly  parallel  to  the  oesophagus  as  far  us  the  middle  of 
the  lung;  in  this  part"  of  its  course  it  lies  near  the  median  sur- 
face and  ascends  very  slightly.  About  the  middle  of  the  lung 
it  makes  a  sharp  bend,  almost  at  right  angles,  and  passes 
towards  the  lateral  and  dorsal  surface  of  the  lung;  here  il  enters 
a    r.iii.sidcml>le  thiii-walloil    dilaiation    from    which    il     is    cm- 
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tinued  straight  backwards  by  means  of  a  second  curve,  and 
ends  in  the  same  slight  thick-walled  dilatation  that  we  noted 
on  the  fourth  day.  There  are  thus  three  very  distinct  divisions 
of  the  mesobronchus  which  we  may  name  the  anterior  (or  ven- 
tral) the  middle  (or  ascending)  and  the  posterior  for  dorsal). 
Three  evaginalions  arise  from  the  dorsal  wall  of  the  anterior 


328  THE   DEVELOPMENT  OF  THE  CHICK 

division  of  the  mesobronchus,  which  is  otherwise  unbranched. 
These  represent  the  three  anterior  entobronchi;  the  first  or 
anterior  one  is  the  largest,  and  the  third  or  posterior  the  smallest. 
Their  direction  of  growth  is,  on  the  whole,  dorsal,  with  an  inclina- 
tion anteriorly  and  towards  the  middle  line.  It  is  evident  that 
the  part  of  the  mesobronchus  from  which  they  arise  will  form 
the  vestibulum  of  the  adult  lung. 

On  the  eighth  day  the  fourth  entobronchus  is  formed, 
extending  posteriorly  from  the  hind  end  of  the  vestibulum  in  the 
ventral  wall  of  the  lung;  it  gives  off  a  couple  of  latero- ventral 
small  branches.  The  first  entobronchus  is  now  much  subdivided 
in  the  anterior  lobe  of  the  lung,  and  two  of  its  terminal  twigs, 
one  in  the  antero-dorsal,  the  other  in  the  antero- ventral  tip  of 
the  lung,  are  slightly  dilated  and  project  as  primordia  of  the 
cervical  and  interclavicular  air-sacs  resjjectively.  The  second 
entobronchus  is  also  subdivided  several  times;  its  terminal 
branches  extending  to  the  dorsal  surface  of  the  lung.  The  third 
entobronchus  similarly  branches  dorsally  and  posteriorly,  and 
from  its  base  a  narrow  canal  extends  into  the  pleuroperitoneal 
membrane,  where  it  expands  into  the  anterior  thoracic  air-sac, 
which  is  much  the  largest  of  the  air-sacs  at  this  time. 

Behind  the  vestibulum,  the  mesobronchus  ascends  towards 
the  dorsal  surface  of  the  lung,  remaining  unbranched,  then  turns 
posteriorly  and  gives  off  i\ye  or  six  branches,  presumably  the 
ectobronchi.  It  terminates  posteriorly  in  the  small  abdominal 
air-sac,  which  is  still  contained  within  the  lung  substance.  Just 
anterior  to  this  is  a  slight  diverticulum,  possibly  the  primordium 
of  the  posterior  thoracic  air-sac.  The  parabronchi  or  tertiary 
bronchi  are  not  yet  formed. 

Between  the  eighth  and  eleventh  days,  numerous  tertiary 
bronchi  (paral)r()nchi)  arise  from  the  eiito  and  ectobronchi 
(Fig.  190).  These  are  consi(l(M'ably  smaller  than  the  tubes  from 
which  they  arise,  and  are  extremely  numerous,  radiating  from  all 
parts  of  the  secondary  bronchi  towards  the  free  surfaces  of  the 
lungs,  and  ending  always  in  slight  enlargements.  They  do  not 
appear  to  anastomose,  though  they  are  known  to  do  so  later. 
They  are  embedded  in  the  mesenchyme  of  the  lung,  which  is 
already  marked  out  into  areas  hexagonal  in  cross-section,  with 
the  para])ronchi  in  the  centers.  ))y  the  developing  pulmonary 
blood-vessels.    The  canaliculi  and  alveoli  arise  later,  and  it  is  easy 
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to  imagine  the  manner  in  which  they  must  form,  from  t  lie  anatomy 

of  the  adult  lung:  smiill  branches  must  arise  radially  aniun J  the 
central  parabronchi  and  penetrate  to  the  margins  of  each  hexagonal 
area,  branching  on  the  way  and  terminating  in  tlie  final  alveoli. 
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The  expanding  lungs  nearly  fill  the  pleural  cavities  on  the 
eleventh  day.  Sulwequently,  the  pleural  cavity  is  obliterated 
by  fusion  of  the  free  surfaces  of  the  lungs  with  Ihe  wall  of  the 
pleural  cavities.     Thus  it  happens  that  the  dorsal  surfaces  of  the 
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lungs  of  the  adult  "have  no  peritoneal  covering,"  although  this 

is  denied  by  other  authors. 

The  air-sacs  are  terminal  expansions  of  entobronchi  or  of  the 

mesobronehus  (Fig.  191).  Some  details  of  their  later  history 
may  be  noted  as  follows:  The 
abdominal  air-aacs  are,  accord- 
ing to  all  authors,  the  first  to 
appear.  It  seems  to  me,  how- 
ever, doubtful  that  the  slight 
terminal  expansion  at  the  hin- 
der end  of  the  mesobronehus 
should  be  regarded  at  its  first 
appearance  as  the  primordium 
of  the  posterior  air-sac.  How- 
ever this  may  be,  they  do  not 
undergo  any  considerable  ex- 
pansion until  after  the  eighth 
day  (cf.  Fig.  191).  Then  they 
push  through  the  hinder  end  of 
the  pie  urn  peritoneal  membrane, 


Fig.   191.  —  Lungs  and 


now  fused  with  the  lateral  bodv- 


chick  embryo  of    about    10  days,  wall,  and  penetrate  the  latter 
(After  Sck-nka.)  just    beneath    the    peritoneum. 

2  and  2'.  in^cr-    _^,,„„t  ( j^^  ,p,„  ],  ,i.,^.  ^)^^^.  ^^^-^^ 

fac.    to  exjdind  into   the  abdominiil 
5,  AWominal  air-s..c.  ^.^^,^^y    j„„,     i,e|ji„,i     the     Hver, 

thus  evaginatinff  the  peritoneum.  The  euJitrgeil  sue  is  connected 
by  a  narrow  tulie  with  the  hind  end  of  tlic  mes()br<>nchus.  The 
left  sac  is  somcwhiit  liirgcr  than  (lie  rifcht.  Tlie  cxpansi<m  goes 
on  mpidly  and  by  the  thirteciitli  to  the  (iftoenth  d;iy  they  have 
reached  the  hinder  end  of  tJio  Ixxly  cavity,  and  have  already  ex- 
panded into  it  so  far  aw  m  fimii  fiisionw  with  the  inc.-;cntcry. 

AcconliTig  to  Bcrtclli.  the  nidiTiients  of  the  cervical  sacs  appear 
on  the  fifth  day.  luil  I  dnubt  that  they  ;ire  .listingui.shable  from 
the  first  cntobronclnis  so  early.  They  puwli  forwanl  tin^t  into 
the  pleural  cavity,  jiftcrwardH  cnleriTiK  the  mediastinal  tissue 
and  so  rcacJi  tlic  neck.  The  interclavicularsai'.  which  is  single  in 
the  adult,  arises  <iTi  tlic  sixth  day  as  »  |i;iir  nf  cviiginati<uis  <)f  the 
firet  cnl()Im)iic]ui>^  (according  to  Bertelji  froni  the  cervical  .sacs); 
they  undergo  fusion  sei'ondarily. 
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The  anterior  thoracic  sac  forms  about  the  seventh  day  as  a 
dilatation  of  the  ventral  wall  of  the  third  entobronchus  pro- 
jecting into  the  pleuroperitoneal  membrane  near  its  median 
edge;  it  thus  lies  just  lateral  to  the  pneumato-enteric  recesses. 
From  this  position  it  expands  laterally  and  posteriorly  in  the 
pleuroperitoneal  membrane  *  and  thus  gradually  splits  it  in  two 
layers  (Fig.  190,  11  days);  the  original  connection  with  the  pul- 
monary tube  does  not  expand  much,  and  thus  gradually  forms 
a  constricted  neck. 

The  posterior  thoracic  air-sac  arises  from  the  mesobronchus 
near  its  hind  end  somewhat  later  than  the  others,  and  grows 
at  first  through  the  hinder  portion  of  the  pleuroperitoneal 
membrane  to  enter  the  lateral  body  wall.  In  its  subsequent 
expansion,  it  splits  the  posterior  portion  of  the  pleuroperitoneal 
membrane,  as  the  anterior  thoracic  air-sac  does  the  anterior 
portion  of  the  same  membrane.  Anterior  and  posterior  thoracic 
air-sacs  then  come  into  contact,  forming  a  septum. 

The  lower  layer  of  the  pleuroperitoneal  membrane,  split  off 
from  the  upper  layer  by  expansion  of  anterior  and  posterior 
thoracic  air-sacs,  constitutes  the  oblique  septum.  The  most 
posterior  portion  of  the  oblique  septum,  however,  is  derived  from 
the  peritoneum  of  the  lateral  body  wall  by  expansion  of  the 
posterior  thoracic  air-sacs  behind  the  pleuroperitoneal  mem- 
brane. 

Like  the  abdominal  air-sacs,  "the  remainder  expand  rapidly, 
particularly  from  the  fourteenth  day  on,  among  the  thoracic 
viscera,  and  fuse  intimately  with  these  and  the  walls  of  the  body 
cavity  in  a  few  days,  the  coelomatic  fluid  being  in  the  meantime 
absorbed.  The  interclavicular  air-sac  grows  out  to  form  the 
subscapular  air-sac  and  at  the  time  of  hatching  has  approached 
close  to  the  humerus.  But  more  time  is  required  to  enable  it  to 
enter  the  humerus  through  the  foramen  pneumaticum;  certainly 
more  than  twenty-two  days,  that  is  after  the  bone  is  nearly  full- 
grown.  The  marrow,  rich  in  blood-vessels,  makes  room  for  the 
air,  as  soon  as  the  bone  is  fully  formed."     (Selenka.) 

The  Lar3rngotracheal  Groove.  The  embryonic  primordium 
of  the  larynx  and  trachea  conmiunicates  at  first  along  its  entire 
lenpth  with  the  post  branchial  division  of  the  pharynx  (72  hours). 
At  06  hours  the  hinder  portion  of  the  groove  is  already  converted 

*  A  small  projection  aliso  gn)W8  forward. 
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into  a  tube  lying  beneath  the  anterior  end  of  the  oesophagus;  this 
is  the  beginning  of  the  trachea;  the  anterior  part  of  the  original 
groove  represents  the  larynx,  and  its  opening  into  the  pharynx 
the  glottis.  It  is  not  clear  whether  the  trachea  arises  as  an  out- 
growth of  the  hinder  end  of  the  laryngotracheal  groove,  or  from 
the  hinder  portion  of  the  groove  itself,  by  constriction  from  the 
pharynx.  At  96  hours  the  lumen  of  the  lower  end  of  the  trachea 
and  adjoining  portion  of  the  two  bronchi  is  obliterated  by  thicken- 
ing of  the  walls;  this  is,  however,  a  very  transitory  condition. 

The  growth  of  the  trachea  in  length  is  extremely  rapid,  keep- 
ing pace,  of  course,  with  the  elongation  of  the  neck.  At  six 
days  the  trachea  is  a  long  epithelial  tube  wuth  thick  walls  branch- 
ing into  the  two  bronchi  at  its  lower  end  (cf.  Fig.  191).  At  its 
cephalic  end  the  lumen  opens  into  a  considerable  cavity,  repre- 
senting the  larynx;  the  glottis  appears  to  be  closed  by  a  plug  of 
epithelial  cells  continuous  with  the  solid  wall  of  the  oesophagus. 
At  eight  days  the  lumen  of  both  larynx  and  glottis  is  completely 
closed  by  the  thickened  epithelium;  at  eleven  days  the  cavity 
of  the  lower  end  of  the  larynx  is  re-established,  and  the 
cell  mass  at  the  upper  end  is  converted  into  a  mesh-w^ork  by 
vacuolization;  the  lips  of  the  glottis  still  show  a  complete  epi- 
thelial fusion.  Thus  it  is  apparent  that  the  cavity  of  the  larynx 
is  established  bv  the  formation  of  vacuoles  within  the  solid  cell- 
mass,  and  by  their  expansion  and  fusion.  I  cannot  say  how 
soon  the  glottis  becomes  open. 

The  development  of  the  laryngotracheal  apparatus,  includ- 
ing the  cartilages  and  muscles,  has  not  been  specially  investi- 
gated in  the  chick.  In  general,  it  can  be  said  that  the  parts 
external  to  the  epithelium  arise  from  the  mesenchyme  which  be- 
gins to  condense  around  the  epithelial  tube  on  the  fifth  day. 
On  the  eighth  day  the  glottis  forms  a  decided  projection  into  the 
pharynx.  Distinct  cartilaginous  rings  in  the  trachea  are  not 
visible  on  the  eighth  day,  but  are  well  formed  on  the  eleventh 
day.  As  regards  the  syrinx  it  has  been  established  by  Wunder- 
lich  for  Fringilla  domestica  that  the  tympanic  cartilage  arises 
from  the  lower  tracheal  rings.  The  origin  of  the  musculature 
of  the  syrinx  is  not  known. 


CHAPTER  XI 

THE   BODY-CAVITIES,  MESENTERIES   AND   SEPTUM 

TRANSVERSUM 

Thk  development  of  these  parts  is  one  of  the  most  difficult 
subjects  in  embryology,  involving,  as  it  does,  complex  relations 
between  the  viscera,  vascular  system,  and  primitive  body-cavity, 
on  which  the  definitive  relations  of  the  body-cavities  and  mesen- 
teries depend. 

The  pericardial  and  pleuro peritoneal  cavities  are  completely 
separated  in  all  vertebrates  excepting  Amphioxus,  cyclostomes 
and  some  Selachii  and  ganoids,  in  which  narrow  apertures  exist 
between  the  two.  The  pleural  and  peritoneal  divisions  of  the 
ccDlome  of  the  trunk  communicate  widely  in  amphibia;  among 
reptiles  completely  closed  pleural  cavities  are  found  apparently 
only  in  Cn)codilia;  in  birds  and  mammals  they  are  completely 
closed. 

As  we  have  seen,  in  the  early  embrj'o  of  the  chick  there  is 
free  communication  between  all  parts  of  the  body-cavity.  We 
have  to  consider,  therefore,  (1)  the  separation  of  the  pericardial 
and  pleumfjeritoneal  cavities,  (2)  the  separation  of  pleural  and 
peritoneal  cavities,  and  (3)  development  of  the  mesenteries. 

I.   Thk   Skparatiox  of   the    Pericardial   and   Pleuroperi- 

TONEAL  Cavities 

The  pericardial  cavity  proceeds  from  the  cephalic  division  of 
the  i)rimitive  coelome  (parietal  cavity  of  His).  We  may  review 
its  primitive  relations  as  follows  (stage  of  10  somites;  see  Chap. 
V):  it  contains  the  heart  which  divides  it  into  right  and  left 
parts  so  long  ius  the  dorsal  and  ventral  mesocanlia  persist;  these, 
however,  disapfx^ar  very  early.  Laterally,  the  parietal  cavity 
conunuiiicates  with  the  extra-embryonic  lx)dy-cavity  (Figs.  53 
and  54) ;  i)()steriorly  it  is  bounded  by  the  wall  of  the  anterior 
intestinal  i)()rtal   (Fig.  67),  on  which  the  heart  is  seated  like  a 
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rider  in  his  saddle,  the  body  of  the  rider  being  represented  by 
the  heart,  and  his  legs  by  the  omphalomesenteric  veins.  On 
each  side  of  this  posterior  wall  the  parietal  cavity  communicates 
with  the  ccelome  of  the  trunk.  The  floor  of  the  parietal  cavnty 
comprises  two  parts  meeting  at  the  head-fold,  the  anterior  part 
being  composed  of  somatopleure,  and  the  posterior  part  of 
splanchnopleure ;  the  former  is  part  of  the  definitive  pericardial 
wall,  the  latter,  known  as  the  precardial  plate,  is  provisional 
(Fig.  67). 

The  lateral  mesocardia  also  take  part  in  bounding  the  parietal 
cavity.  It  will  be  remembered  that  these  arise  as  a  fusion  on 
each  side  between  the  somatopleure  and  the  primitive  omphalo- 
mesenteric veins,  and  that  the  ducts  of  Cuvier  develop  in  them. 
As  the  blastoderm  is  spread  out  flat  at  the  time  that  they  form, 
they  constitute  at  first  a  lateral  boundary  to  the  posterior  part 
of  the  parietal  cavity ;  but  as  the  embryo  becomes  separated  from 
the  blastoderm  they  assume  a  frontal  position  between  the  sinus 
venosus  and  body-wall,  the  original  median  face  becoming  dorsal 
and  the  lateral  face  ventral.  Thus  they  come  to  form  a  dorsal 
wall  for  the  posterior  part  of  the  parietal  cavity  (Fig.  119).  The 
communication  of  the  parietal  cavity  with  the  coelome  of  the 
trunk  is  thus  divided  into  two,  known  respectively  as  the  dorsal 
parietal  recess  and  the  ventral  parietal  recess.  The  former  is 
a  passageway  above  the  lateral  mesocardia,  communicating  in 
front  with  the  parietal  (pericardial)  cavity  and  behind  with  the 
trunk  cavitv:  the  latter  is  a  communication  on  each  side  of  the 
wall  of  the  anterior  inte^stinal  portal  ventral  to  the  lateral  me.so- 
cardia. 

The  completion  of  the  {wsterior  wall  of  the  pericardium  is 
brought  about  by  the  formation  and  development  of  the  septum 
transversum. 

Septum  Transversmn.  The  septum  transversum  arises  from 
three  originally  distinct  parts,  viz.,  (1)  a  median  mass,  (2)  the 
lateral  mesocardia,  and  (3)  lateral  closing  folds  arising  from 
the  bodv-wall  between  the  umbilicus  and  the  lateral  mesocardia. 

1.  The  median  mass  j)r()cecds  from  the  ventral  mesentery 
of  the  fore-gut.  The  location  of  the  heart  and  liver  in  the  ventral 
mesentery  divides  it  in  three  parts,  vi/..  {(i)  a  sujx^rior  part, 
comprising  the  mesocardiuni  and  doi-sal  ligament  of  the  liver 
(gastrohepatic   ligament),  imiting  the  floor  of  the   fore-gut  and 
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the  heart  and  liver,  (b)  a  tiiedian  portion  comprising  the  sitius 
veiiQtius,  ductus  venosus  and  liver,  and  (c)  an  inferior  portion. 
The  superior  part  pereiBts  in  the  region  of  the  ainus  venostis  and 
liver,  and  the  inferior  part  only  an  the  primary  ventral  ligament 
of  the  liver. 

The  median  mass  of  the  septum  transversum  thus  includes 
the  sinus  venosus,  liver,  and  dorsal  and  ventral  ligaments  of  the 
liver. 

At  sixty  hours  the  median  mass  int^ludes  chiefly  the  sinus 
and  ductua  venosus  and  their  mesenteries,  At  eighty  hours 
(Vig.    1!)2)    a  cnn.striction   begins   to   appear  l)t'twi'pji  ^itlll^    mid 


Via.  192.  —  Rpconstmctioii  of  Ilie  acptum  transvcrauin  and 
associated  meBenteriea  of  aeliit'k  oinbryoof  80  hours.  (After 

Aa,  Aorta.     Int.,  Intpstinp.     Liv.,  Liver,     I'!,  m'g.,  Plica 
mcHognstricu.    S.V.,  Siniis  veiiosiiB. 

ductus  venosus.  and  the  walla  of  the  latter  are  expanded  by  the 
formation  of  liver  tissue,  so  that  the  cylindrical  form  charac- 
teristic of  sixty  hours  is  lost,  and  the  lateral  walls  of  the  ductus 
venosus  bulge  considerably.  The  continued  growth  of  the  liver 
causes  a  rapid  lateral  expansion  of  this  i>ortion  of  the  septum 
transversum  (Fig.  193  A). 

The  primarj'  ventral  ligament  of  the  livTr  is  incluiied  within 
the  wall  of  the  anterior  intestinal  portal  up  to  about  eighty  hours. 
But,  as  the  yulk-eac  nhjfta  fart*'  lenrs 

as  a  separate  membrane  ( 
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mesentery),  iinitinn  t!ie  ventral  and  [Tosteriur  face  of  the  liver 

to  (lie  lji»ly-wall  just  in  front  «if  tlic  iinibili<-iis  (Fig.  11)3  A.  pvl.). 

Fcir  tlir  purposes  of  those  figures  the  body-wall  is  cut  away. 

Novertlieless,  it  can  l«  seen  that  the  jxrirardial  cavity  communi- 
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cates  with  the  peritoneal  cavity  around  the  median  mass  of  the 
septum  transversum  beneath  the  lateral  mesocardia. 

2.  The  lateral  mesocardia  constitute  the  second  component 
of  the  septum  transversum.  At  the  stage  of  sixty  hours  they 
are  nearly  round  in  section.  At  eighty-six  hours  the  substance 
posterior  to  the  duct  of  Cuvier  begins  to  thicken  (Fig.  192)  so 
that  the  section  is  no  longer  round  but  elongated  towards  the 
umbilicus.  They  still  extend  almost  transversely  to  the  lateral 
body-wall.  However,  the  retreat  of  the  heart  backwards  soon 
changes  their  direction  (Fig.  193  A)  so  as  to  form  a  long  oblique 
partition  between  the  pericardium  and  the  dorsal  parietal  recess^ 
the  direction  of  the  ducts  of  Cuvier  l^eing  changed  at  the  same 
time.  The  lateral  mesocardia  are  directly  continuous  with  the 
anterior  portion  of  the  median  mass  of  the  septum  transversum. 

3.  The  lateral  closing  folds  arise  as  ridges  of  the  lateral  body- 
wall  extending  obliquely  from  the  primary  ventral  ligament  of 
the  liver  upwards  and  forwards  to  the  lateral  mesocardia.  They 
arise  along  the  course  of  the  umbilical  veins  which  open  at  first 
into  the  ducts  of  Cuvier.  As  the  lateral  closing  folds  develop 
first  at  their  anterior  ends,  they  appear  as  direct  backward 
prolongations  of  the  lateral  mesocardia.  They  fuse  with  the 
lateral  ventral  surface  of  the  liver  (median  mass  of  the  septum 
transversum),  and  when  they  are  completed  back  to  the  primary 
ventral  ligament  of  the  liver,  they  completely  close  the  ventral 
communication  of  the  pericardium  with  the  peritoneal  cavity. 
They  mark  out  a  triangular  area  on  the  cephalic  face  of  the  liver 
with  postero- ventral  apex  and  antero-dorsal  base,  which  forms 
the  median  portion  of  the  posterior  wall  of  the  pericardium  (cf. 
Fig.  193  A).  At  six  days  the  ventral  communication  of  the 
pericardium  is  reduced  to  a  very  small  opening,  and  at  eight  days 
it  is  entirelv  closed. 

Closure  of  the  Dorsal  Opening  of  the  Pericardium.  As  already 
noted  the  pericardial  cavity  communicates  with  the  peritoneal 
cavitv  above  the  lateral  mesocardia  by  wav  of  the  dorsal 
parietal  recesses,  which  are  destined  to  form  a  large  part  of  the 
pleural  cavities.  We  have,  therefore,  to  consider  next  the  closure 
of  the  ai)erture  l)etween  the  pleural  and  jx^ricardial  cavities. 
We  have  already  seen  that  the  heart  shifts  backwards  very  rapidly 
between  the  third  and  sixth  H»vh  ««H  this  draws  out  the  lateral 
mesocardia  in  an  oW  dorsal  anterior  to 
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ventral  posterior  (Fig.   193);  the  ducts  of  Cuvier  thus  become 
oblique  also,  and  the  lateral  mesocardia  become  converted  into 
an  oblique  septum  between  the  posterior  parts  of  the  incipient 
pleural    cavities    and   the    pericardial    cavity   (pleuro-pericardial 
membrane).     In  front  of  the  sinus  venosus,  however,  the  pleural 
and  pericardial  cavities  communicate  with  one  another  between 
the  ducts  of  Cuvier,  which  form  a  projection  from  the  lateral 
body-wall,  and  the  bronchi  which  project  laterally  beneath  the 
oesophagus.     These  apertures  are  gradually  closed  by  fusion  of 
the  walls  of  the  bronchi  with  the  projecting  duct  of  Cuvier,  begin- 
ning in  front  and  extending  back  to  the  sinus  venosus.     Thus  the 
incipient  pleural  cavities  come  to  end  blindly  in  front,  though 
they  still  communicate  widely  behind  with  the  peritoneal  cavity. 
The  membrane  thus  established  between  pleural  and  pericardial 
cavities  is  known  as  the  pleuropericardial  membrane. 

Establishment  of  Independent  Pericardial  Walls.  With  the 
formation  of  the  ventral  body-wall  the  precardial  plate  (a  portion 
of  the  splanchnopleure,  w^hich  at  first  forms  part  of  the  floor  of 
the  pericardial  cavity)  is  gradually  replaced  by  the  ventral  body- 
wall.  The  pericardial  cavity  is  thus  bounded  ventrally  and 
laterally  by  the  body-wall  and  posteriorly  by  the  median  mass 
of  the  septum  transvensum.  It  has  no  independent  walls  at 
first.  The  definitive  pericardium  is,  however,  a  membranous 
sac,  and  this  is  formed  by  two  main  processes:  in  the  first  place 
the  membrane  of  the  anterior  face  of  the  Hver  (median  mass  of 
the  septum  trans versum)  which  forms  the  posterior  boundary 
of  the  i)ericardium  l:)ecomes  much  thickened,  and  gradually 
splits  off  from  the  liver  (cf.  Figs.  148  and  150),  the  i:)eritoneal 
cavity  extending  jxiri  passu  })etween  the  liver  and  the  inemhrana 
pericardiaco-peritoneale  thus  formed.  The  susj^ensory  ligament 
of  the  liver,  however,  remains  in  the  middle  line,  and  the  mem- 
brane is  also  directly  continuous  with  the  liver  dorsally  around 
the  roots  of  the  great  veins.  Thus  a  membranous  wall  is  estab- 
lished for  the  posterior  j)art  of  the  pericardium.  In  the  second 
place  the  jx^ritoneal  cavity  extends  secondarily  into  the  body- 
wall  bounding  the  jx^ricanliiun  ventrally  and  laterally,  and  thus 
splits  a  membranous  i)oricanlial  sac  off  from  the  body-wall.  In 
this  process  the  liver  aj)|)ears  to  i)lay  an  active  nMe.  At  least 
its  anterior  lobes  occu]n'  the  |x^ritoneal  spaces  thus  established 
(I'ig.  194).      In  the  mammals,  on   tlie  other  hand,  it  is  the  ex- 
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tension  of   iIir   pleural  cavities  ventrally  that  splits   the  nieni- 
branoiiR  [jericai'diiim  from  the  I>oily-wall. 

Derivatives  of  the  Septum  Transveisum.  From  the  preceding 
account  it  will  l)e  seen  that  the  following  are  derivatives  of  the 
septum  transveraum :  (1)  The  posterior  part  of  the  pericardial 
membrane.  (2)  The  pleuro-pericanlial  membrane.  (3)  The  liver 
with  its  vessels  and  g  astro-he  pa  tic  and  primary  ventral  ligaments. 
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Kiij,  194.  --  ritiHograirli  uf  a  ir:iii..Mr«   .-.niJoLi  of  ail  «-.iay  chick. 

abd.  A.  S.,  Abdominal  air-sac.  A.  coel..  CtHiac  artery.  Ao.,  Aorta. 
A.  o.  in.,  Omphaluinesentcric  artery.  Aur.  il.,  Right  auricle.  Cav.  pc., 
Pericardial  cavity.  M.  D.,  MllUerian  duet.  M.  pc.,  Membranous  pericai^ 
dium.  Man.,  MeBonephroa.  t>'v.,  ProvenlriculuB.  S..  Sopliim  ventricd- 
forum.  V.  e.  i..  Vena  cava  inferior.  V.  h.  d.,  Right  brpalic  vein.  V.  d.. 
Right  ventricle.     V.  a.,  Left  ventricle. 

(4)  A  small  part  of  the  heart  (the  sinus  venosiis).  Aa  regards 
the  last,  it  should  lie  noted  that  the  anterior  portion  of  the  original 
septum  transveraum  is  gradually  constricted  from  the  f  '  ■ 
posterior  portion  and  becomes  established  as  the  bidi 
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"liif  >--:r»ses^TiK:i2T  tiwv^iiie?  ii>corporated  in  the  right   auricle  o 
ibe  be-ATi-      See  C^iifL  Xll  . 


II.    Srj'-vi.ATi.'N  r.r  PLi:nu.L  and  Peritx^xeal Cavities;  Origin 

o«r  T^E  Sejttm  Plxuro-peritoxeale 

Tbe  pie''-rc*-x*e'r:";*'aeAi  ?epnim  arises  from  the  so-called  acces- 
5orr  laespiiTeries.  ibe  oricin  of  which  must  now  be  described. 
Ai  to^T  ibe  ^epT-^i  irsoiswi^um  has  only  a  median  dorsal  mesen- 
tery, vix-,  the  >uj»eric«r  pan  of  the  priman'  \-entral  mesentery 
that  iinites  the  ^ep^^:nl  transversum  to  the  floor  of  the  fore-gut, 
and  <^>  bv  wav  of  the  dorsal  mesenten-  of  the  latter  to  the  dorsal 
boniy-wall.  ri^uhsequently,  howe\Tr,  there  arises  a  pair  of  mesen- 
teries exten^iin^  fn>m  the  lateral  wall  of  the  cesophagus  to  the 
septum  trans\Ti^um.  These  are  the  accessor)'  mesenteries,  and 
they  arise  as  follow^?:  about  the  sixtieth  hour  they  appear  as 
mesenchyn^tous  outgrowths,  forming  elongated  lobes,  projecting 
from  the  si^ie  walls  of  the  oesophagus  opposite  the  hind  end  of 
the  lung  nidin^nis.  The  right  and  left  lobes  are  practically 
the  same  siie  at  first  and  they  bend  o\-er  ventrally  and  soon  fuse 
with  the  meilian  mass  of  the  septum  transversum,  represented 
at  this  time  by  the  sinus  and  meatus  \-enosus  (cf.  Figs.  118-120, 
Chap.  VI ^  Thus  aiv  priniui^ed  a  pair  of  bays  of  the  peritoneal 
cavitv  eiuiiiii:  Miiuilv  in  fn>nt.  Uiunded  latenillv  bv  the  accessory 
mesoinorios.  aiui  in  the  median  dinn-tion  by  the  intestine  and 
its  nio>tMUorio<.     Thts<^  arc  the  pneuniato-enteric  recesses. 

Thest*  bays  have  nnvivtHl  vHtTonMit  names  from  the  various  authors: 
thus  His  iianuni  i»iily  the  right  i»iu'  as  re<vssus  sui>eri()r  sarci  omeiiti; 
the  left  oiu'  Ivinjr  practically  abs^^nt  in  mammals:  Stoss  called  both  re- 
ct'ssus  pKnin>-iHTitonoales:  Mall  calltHi  them  gastric  diverticula:  Hoeh- 
stetter.  ri'i*t'S>us  pulmo-hcpatii'i:  M a urer.  bursal  hepatico-ent erica:  Ravn, 
riMvssus  su|HTior  for  the  right  one  and  rei-essus  sinister  for  the  left.  We 
may  call  them  the  pntnnnati>-enterir  nvessi's  t  recessus  pneumato-enterici), 
follt»\ving  Broman. 

At  seventy-two  houi*s  the  ento«lernial  hing-sacs  extend  to 
the  base  of  the  accessory  niesent(M-ies,  ending  at  the  anterior 
end  of  the  pneuniato-fMiteric  ivcesses.  On  the  left  side  at  this 
time  the  recess  is  fully  formed  back  to  near  the  anterior  end  of 
the  cephalic  hepatic  diverticulum,  on  tlu^  right  side  consideraV)ly 
farther  back;  that  is.  the  accessory  mesentery  is  already  longer 
on  the  right  than  on  the  left  side,  and  the  mesenchymatous  lobe 
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from  which  it  arises  (plica  mesogastrica,  Broman)  can  be  traced 
back,  shifting  its  attachment  to  the  dorsal  mesentery,  as  far  as 
the  anterior  intestinal  portal  and  a  little  farther  (Fig.  192,  cf. 
also  Fig.  120). 

At  ninety-six  hours  the  entodermal  lung-sacs  extend  far  into 
the  accessory  mesenteries,  and  thus  lie  laterally  to  the  pneumato- 
enteric  recesses.  On  the  left  side  the  accessory  mesentery  ceases 
opposite  the  tip  of  the  lung,  but  on  the  right  side  it  is  continued 
back  by  the  mesentery  of  the  vena  cava  as  far  as  the  middle  of 
the  stomach,  and  in  this  region  its  ventral  attachment  is  to  the 
superior  lateral  angle  of  the  liver. 

The  growth  of  the  lung-sacs  into  the  accessory  mesenteries 
divides  the  latter  into  three  parts,  viz.,  a  superior  portion  uniting 
the  lung  to  the  dorsal  mesentery,  a  median  portion  enclosing  the 
lung,  and  an  inferior  portion  uniting  the  lung-sacs  to  the  median 
mass  of  the  septum  transversum.  Now,  as  the  liver  expands 
laterally  the  ventral  attachment  of  the  accessory  mesentery  is 
carried  out  towards  the  lateral  body-wall,  inasmuch  as  its  attach- 
ment is  to  the  lateral  superior  face  of  the  liver  (cf.  Fig.  231,  Chap. 
XIII).  Thus  the  accessory  mesenteries  are  gradually  shifted 
from  their  original  almost  sagittal  plane  to  a  plane  that  is  approxi- 
mately frontal.  The  developing  lungs  project  dorsally  from  the 
accessory  mesenteries,  which  may  now  be  called  the  pleuro- 
peritoneal  membranes,  into  the  pleural  cavities  (Fig.  189);  and 
the  latter  communicate  with  the  peritoneal  cavity  only  laterally 
to  the  liver.  These  comnmnications  are  then  soon  closed  by  a 
fusion  between  the  lateral  edges  of  the  pleuro-peritoneal  mem- 
brane and  the  lateral  body-wall;  this  fusion  is  not  completely 
established  on  the  eighth  day,  but  it  is  on  the  eleventh  day. 

Ill  reptiles  and  mammals  the  so-called  mesonephric  mesentery  plays 
an  important  part  in  the  closure  of  the  pleural  cavities.  It  arises  from 
the  apex  of  the  mesonephros  at  its  cephalic  end,  and  fuses  with  the  septum 
transversum.  It  thus  forms  a  partition  between  the  hinder  portion 
of  the  pleural  cavity  and  the  cranio-lateral  recesses  of  the  peritoneal 
cavity.  Subs(M|uently,  in  mammals,  its  posterior  free  border  fuses  with 
the  caudal  bounding  folds  of  the  pleural  cavity  that  arise  as  fonv'ardly 
directed  projections  from  the  accessory  mesentery  on  the  right  side 
and  the  wall  of  the  stom«'»*»  "^  ^^^  ^^*'.  Hochstetter  states  that  such 
a  mesonephric  fol<*  "  that  it  does  not  appear  to 

play  any  eaaenti  "otum  pleuro-peritoneale. 
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I  find  it  in  the  chick  ais  21  ^-e^y  minute  vestige  at  the  cranial  end  of  tl 
lueie^xiephrv^  a:ss«ocuited  with  the  funnel  of  the  Miillerian  duct.  It  aic 
in  the  final  ckt^uiv  of  the  pleural  i*a\-ity  by  bridging  over  the  narro' 
liiink  between  the  lateral  angle  of  the  pleuro-peritoneal  membrane  an 
the  lateral  body-wall,    v^'^  Bertelli.  ISUS.) 

The  oblique  septum  of  birds  arises  as  a  layer  split  off  fror 
the  septum  pleuro-peritoneale  (pulmonan-  aponeurosis  or  pul 
iiK>nark'  diaphragm  of  adult  anatomy)  by  the  expansion  of  th 
anterior  and  posterior  thoracic  air-sacs  within  it.  This  mod< 
of  formation  is  oleariy  seen,  particularly  on  the  right  side,  in  i 
jseries  of  trans\Trse  sections  of  a  chick  embrvo  of  eleven  dav: 
(Fig.  UK)).  Thus  the  cavity  lietween  the  oblique  septum  and  the 
jHilmonary  diaphragm  (ca\nmi  sub-pulmonale  of  Huxley)  is  no1 
a  jx>rtion  of  the  Ixnly-oavity  and  liears  no  relation  to  it.  The 
ingn>wth  of  muscles  into  the  pulmonar\'  diaphragm  can  be 
oliserNTil  in  the  same  series  of  sections.  It  begins  on  the  tenth 
day  aciH>niing  to  Ifertelli. 

III.     Thk  Mesexterils 

The  dorsal  mesentery  is  originally  a  vertical  membrane 
formeil  by  n^luplic^ation  of  the  peritoneum  from  the  mid-dorsal 
line  oi  the  lH>dv-<*avitv  to  the  intestine;  mesenchyme  is  contained 
fn>m  the  lUitsot  Wnweon  its  {H^ritoneal  layers,  and  serves  as  the 
pathway  for  the  ilevelopnient  of  the  nerves  and  blood-vessel? 
of  the  intestine.  In  the  ccnirso  of  development,  its  lower  ed^e 
oionirates  with  the  i;n)wth  of  the  intestine,  and  is  thrown  into 
foKis.  or  twisted  and  turneil  with  the  various  folds  and  turninors 
of  the  intestine.  I)etailed  stuilies  of  its  later  development  in  the 
chick  have  not  Ihhmi  published,  hut  the  i)rincipal  events  in  its 
history  aiv  as  follows:  For  convenience  of  description  the  doi*sal 
mesentery  may  \h'  divided  into  three  jK)rtions  corresixinding  to 
tlie  main  liivisions  of  the  alimentary  tract,  viz.,  an  anterior 
division  helon.irini:  to  the  stomach  and  duodenum,  sometimes 
known  as  tlie  nu^so^astriuni:  an  intestinal  division  belon^^cing  to 
the  second  loop  of  the  enihrvonic  intestine  that  descends  into 
tlie  umbilicus ;  and  a  }H)sterior  division  l)elon^injj:  to  the  lar^je 
intestine  and  rectum.  Inasmuch  as  the  duodeno-jejunal  flexui-e 
(I'^i^s.  17!)  and  ISO.  X)  ivtains  from  an  earlv  sta^re  a  short 
m(\s(Mit(M"ial  attachuKMit,  there  is  (piite  a  sliarj)  boundary  in  the 
chick    between    the    first    and    second    divisions    of    the    dorsal 
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mesentery.  The  mesogastrium  becomes  modified  by  the  dis- 
placement of  the  stomach,  the  outgrowth  of  the  duodenal  loop, 
the  formation  of  the  omentum,  and  by  the  development  of  the 
pancreas  and  spleen  in  it.     (See  below.) 

The  second  division  of  the  mesentery  Ls  related  to  the  longest 
division  of  the  intestine,  but  as  this  arises  from  a  relatively  very 
small  part  of  the  embryonic  intestine,  its  dorsal  attachment  is 
short  and  the  roots  of  the  mesenteric  arteries  are  grouped 
together.  The  third  division  is  relatively  long  and  not  very 
deep;  at  its  base  it  appn)aches  near  to  the  mesogastrium,  to 
which  it  is  attached  bv  the  root  of  the  intermediate  division. 

The  Origin  of  the  Omentum  (mainly  after  Broman).  In  a 
preceding  section  we  saw  that  the  accessory  mesentery  is  con- 
tinued back  on  the  right  side  (at  the  stage  of  seventy-two  hours) 
bv  a  fold  of  the  dorsal  mesentery  of  the  stomach  known  as  the 
plica  mesogastrica  (Fig.  120).  The  stomach  is  already  displaced 
somewhat  to  the  left,  hence  the  dorsal  mesentery  is  bent  also, 
and  the  plica  mesogastrica  arises  from  the  angle  of  the  bend 
(Fig.  120).  The  ventral  mesentery  of  the  stomach,  including 
the  meatus  venosus  and  liver,  remains  in  the  middle  line.  Thus 
the  body-cavity  on  the  right  of  the  stomach  is  divided  into  two 
main  divisions,  viz.,  the  general  peritoneal  cavity  lateral  to  the 
pHca  mesogastrica  and  liver,  and  another  cavity  between  the 
plica  mesogiustrica  and  liver  on  the  one  hand,  and  the  stomach 
on  the  other;  the  latter  cavity  has  two  divisions,  a  dorsal  one 
Ixtween  the  plica  mesogastrica  and  upper  half  of  the  stomach 
(recessus  mesenterico-entericus)  and  a  ventral  one  between  the 
liver  (meatus  venosus)  and  stomach  (recessus  hepatico-entericus), 
which  are  continued  anteriorly  into  the  pneumato-enteric  recesses. 
Subsequently,  they  Ix^come  entirely  shut  off  from  the  peritoneal 
cavity,  but  at  present  (stage  of  Fig.  120)  they  communicate 
with  it  by  a  long  fissure  lK)unded  by  the  accessor}'  mesentery  in 
fn)nt,  by  the  plica  mesogiistrica  above,  and  the  meatus  venosus 
l)elow:  this  opening  may  l)e  called  the  hiatus  communis  recessum; 
it  c()rres|K)nds  to  the  foramen  of  Winslow  of  mammals  (cf.  Fig. 
\m  A). 

As  development  pn)ceeds,  a  progressive  fusion  of  the  right 
dorsal  border  of  the  liver  with  the  plica  mesogastrica  takes  place 
in  a  cranio-caudal  direction,  thus  lessening  the  extent  of  the 
hiatus. 
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At  about  ninetynsix  hours,  the  plica  mesogastrica  divides  to 
form  two  longitudinal  folds,  in  the  lateral  one  of  which  the  vena 
cava  inferior  develops  (cf.  Fig.  193  B);  it  is  hence  known  as  the 
caval  fold;  the  more  median  division  is  the  coeliac  fold  including 
the  coeliac  artery.     Between  them  is  a  subdivision  of  the  leoesses 
known  as  the  cavo-coeliac  recess,  which  corresponds  to  the  atrium 
burs®  omentalis  of  mammals.    The  fusion  of  the  right  lateral 
border  of  the  liver  continues  along  the  course  of  the  caval  fold, 
and  the  vena  cava  inferior  is  soon  completely  enveloped  in  liver 
tissue.    Behind  the  point  where  the  vena  cava  inferior  enters 
the  liver,  the  latter  fuses  with  the  ventral  edge  of  the  right  meso- 
nephros,  thus  progressively  diminishing  the  opening  of  the  colleo- 
tive  recesses  into  the  peritoneal  cavity.    At  about  the  one  hun- 
dred and  sixtieth  hour,  the  fusion  reaches  the  portal  vein,  and  tiie 
recesses  are  thus  completely  shut  off  from  the  peritoneal  cavity. 
Thus  a  lesser  peritoneal  cavity  is  completely  separated  on  the 
right  side  of  the  body  from  the  main  cavity;  and  from  the  former 
both  lesser  and  greater  omental  spaces  develop  on  the  right  and 
left  sides  respectively  of  the  cceliac  fold.     (Bursa  omenti  minoria 
and  bursa  omenti  majoris  of  the  bursa  omentalis  dextra.) 

The  communication  of  the  lesser  and  greater  omental  spaced 
in  front  of  the  cceliac  fold  is  closed  by  fusion  of  the  latter  with 
the  right  side  of  the  proventriculus  at  about  the  one  hundred 
and  sixtieth  hour,  though  it  remains  open  throughout  life  in  some 
birds.  The  two  omental  spaces  are  also  elongated  in  a  posterior 
direction  by  the  caudal  prolongation  of  the  right  lobe  of  the  liver 
and  of  the  gizzard  respectively  (Fig.  195).  The  lateral  wall  of 
the  omentum  minus  is  attached  to  the  lateral  dorsal  border  of 
the  right  lobe  of  the  liver  as  already  described,  and  it  is  therefore 
carried  back  by  the  elongation  of  this  lobe;  but  as  the  vena  cava 
inferior  is  inserted  about  the  middle  of  this  wall  and  cannot  be 
drawn  back,  it  results  that  there  is  a  deep  median  indentation 
of  the  lateral  wall  of  the  omentum  minus,  at  the  bottom  of  which 
lies  the  vena  cava  inferior. 

The  condition  of  both  right  and  left  omental  spaces  at  154 
hours  is  shown  in  Figures  195  and  196.  Subsequently,  about  the 
eleventh  day,  the  mesogastrium  behind  the  spleen  becomes  per- 
forated, and  the  greater  omental  space  thus  opens  secondarily 
into  the  left  side  of  the  body-cavity.  A  true  omental  fold  exists 
only  for  a  short  time  in  the  development  of  the  chick,  and  is 
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eoon  taken  up  by  the  caudal  elongation  of  the  stomach.  Obllteru- 
tion  of  the  cavity  of  the  omentum  by  fusion  of  its  walls  takes 
place  at  its  cauilal  end.     (Broman.) 

Spaces  corresponding  to  the  omental  cavities  are  also  formed 
on  the  left  side  of  the  body,  but  they  are  of  much  less  ext«nt. 
(See  Fig,  196.)  The  communication  of  these  spaces  with  tlie 
greater  peritoneal  cavity  is  not,  however,  shut  off  as  on  the  right 
side.  However,  a  secondary  and  later  fusion  of  the  left  lobe 
of  the  liver  with  the  lateral  body-wall,  and  of  the  gizzard  with 
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the  ventral  body-wall  does  isolate  a  portion  of  the  peritoneal 
cavity  from  the  remainder  on  the  left  side.  Into  this  the  pneu- 
mato-  and  he  pa  to-enteric  cavities  of  the  left  side  open;  however, 
it  is  obvious  that  this  space  is  not  analogous  to  the  omental 
spaces  on  the  ripht. 

Origin  of  the  Spleen.  The  spleen  arises  as  a  proliferation  from 
the  peritoneum  clothing  the  left  side  of  the  dorsal  mesentery 
just  above  the  extremity  of  the  dorsal  pancreas.  This  prolifera- 
tion forms  the  angle  of  a  cranin-caudal  fold  of  the  dorsal  mesen- 
tery which  is  caused  by  the  displacement  of  stomach  and  intestine 
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to  the  left  side  of  the  liody-eavity  (Fig.  188),  and  whioh  is 
exaggerated  by  the  rapid  growth  of  the  dorsal  pancreuK  (t'hon»ii- 
schitzky).  The  spleen  is  thus  genetically  related  to  the  wall  of 
the  great  omentum,  and  lies  outside  the  cavity  of  the  lattpr. 
The  cells  of  the  spleen  are  proliferated  from  a  peritonea!  thicken- 
ing, which  may  be  compared  in  this  respect  to  the  germinal 
epithelium.  It  is  recognizable  at  ninety-six  hours,  and  the  iiia^s 
formed  by  its  proliferation  grows  rapidly,  forming  a  very  consid- 
erable projection  into  the  left  side  of  the  body-ca\ity  above 
the  stomach,  at  six  days  (cf.  Fig.  197). 
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not  continued  into  theae  meshes.  Tims  free  embryonic  cells 
«f  the  priniordium  iif  the  spleen  enter  the  venous  circulation 
direcily,  and  become  transformed  into  blood-corpuscles. 

On  account  of  the  intimate  relatiiin  between  the  pancreas  and  spleen 
in  early  embryonic  stages,  certain  authors  (see  esp.  Woit)  have  asserted 
a  genetic  connection,  derivuig  the  spleen  from  the  pancreas.  There 
is,  however,  no  g^md  evidence  that  the  rehition  is  other  than  that  of 
propinquity. 


It  should  al.so  l>e  noted  that  the  absence  of  rotation  of  the 
chick's  st«macU  (iis  contrasted  with  muniniuls)  and  the  icsser 
ilovelopment  of  the  great  omentum  appear  to  be  the  causes  of 
the  more  primitive  ixisiiion  of  the  spleen  in  bir«ls  as  contrasted 
with  mammals. 


CHAPTER  XII 

THE    LATER    DEVELOPMENT    OF    THE    VASCULAR 

SYSTEM 


I.    The  Heart.     (For  an  account  of  the  earlier  development, 

see  Chapters  V  and  VI.) 

At  the  stage  of  seventy-two  hours  (Fig.  198),  the  ventricle 
consists  of  a  posterior  transverse  portion  and  two  short  parallel 
limbs;  the  right  limb  is  continuous  with  the  bulbus  arteriosus 

from  which  it  may  be  distinguished  by 
a  slight  constriction,  and  the  left  limb 
with  the  atrium.  The  constriction  be- 
tween the  latter  is  the  auricular  canal. 
Between  the  two  limbs  in  the  interior 
of  the  ventricle  is  a  short  bulbo-auricu- 
lar  septum  separating  the  openings  of 
bulbus  and  atrium  into  the  ventricle.  A 
slight  groove,  the  interventricular  sulcus, 
that  extends  backwards  and  to  the  right 
from  the  V)ulbo-auricular  angle,  marks 
the  line  of  formation  of  the  future  inter- 
ventricular septum  (Fig.  199). 

The  Development  of  the  External 
Form  of  the  Heart.  We  have  seen  that 
in  the  process  of  development  the  heart 
shifts  backwards  into  the  thorax.  The  ventricle  undergoes  the 
greatest  displacement,  owing  to  its  relative  freedom  of  move- 
ment, and  thus  comes  to  lie  successively  to  the  right  of,  and  then 
V^ehind  the  atrium.  A  gradual  rotation  of  the  ventricular  division 
on  its  antero-ix)sterior  axis  accompanies  its  posterior  displacement; 
and  this  takes  place  in  sucli  a  way  that  the  bulbus  is  transferred 
to  the  mid-ventral  line,  where  it  lies  between  the  auricles  (Figs. 
199  and  200). 

The  auricles  arise  as  lateral  expansions  of  the  atrium,   the 
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Fig.  198.  —  Ventral  view  of 
the  heart  of  a  chick  em- 
bryo of  2.1  mm.  head 
length.  (After  Greil  froni 
Hochstetter.) 

Atr.,  Atrium.  B.  co., 
Bulbus  cordis,  b.  V.,  The 
constriction  between  l)ulbus 
and  ventricle.  C.  au.  v.,  Au- 
riculo-ventricular  canal.  V., 
Ventricle. 
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left  one  first  at  an  early  stage  anri  the  right  one  later.  The  left 
auricle  is  thus  larger  than  the  right  for  a  considerable  period  of 
time  in  the  early  development.  When  the  right  anride  grows 
out  it  passes  above  the  bulbus,  which  is  already  in  process  of 
rotation,  and  the  two  auricles  then  exp&nd  ventrally  on  earh 
side  of  the  bulbus.  The  apex  of  the  ventricle  belongs  primarily 
to  the  left  side  and  this  remains  obvious  as  long  as  the  external 
interventricular  groove  exists.  In  the  adult  the  apex  of  the 
heart  belongs  to  the  left  ventricle. 


1 


Fio.  199.  —  Venlral  view  of  die  lieurl  of  u 
chick  embryo  o(   5   mm.    head-length. 
(Aft«rMaaiuB.) 
Atr.  d..  8.,   Riffht   and    left   auricles. 

B.  Co.  Bulbus  cordis.     V.  Ventricle. 

The  varying  positions  occupied  by  the  chambers  of  the  heart  in  rela- 
tion to  the  body  axes  eoiistitut*  a  seriims  difficulty  in  describing  the 
development.  For  instants,  the  auricular  canal  is  at  Rrst  in  front  of 
the  atrium  (before  any  bending  of  the  heart  lakes  place).  As  the  ven- 
tricular loop  tiu'ns  backward  and  beneath  the  stnum,  the  auricular 
canal  in  venlral  to  the  alrium;  and  finally,  aa  the  ventricles  asHunie  their 
definitive  position  behind  the  auricles,  the  derivati\-es  of  the  auricular 
canal  (auriculo-ventricular  openings)  come  to  lie  behind  the  atrium.  In 
other  words,  the  atrium  rotates  around  a  transverse  axis  through  nearly 
180  degrees  in  auth  a  way  that  its  original  anterior  end  becomes  succes- 
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aively  ventral  and  posterior.  The  definitive  ventral  surface  of  the  heart 
is  a  cranial  rather  than  a  ventral  surface  during  the  critical  period  of 
development  described  below,  up  to  eight  days  (cf.  Figs.  148  and  150). 
In  other  words,  the  apex  of  the  heart  is  directed  ventrally  rather  tb&n 
posteriorly,  though  it  has  a  posterior  inclination.  For  simplicity  of  de- 
scription, however,  it  seems  better  to  use  the  definitive  orientation  in  the 
following  account;  that  is,  to  regard  the  apex  of  the  heart  as  posterior 
instead  of  ventral,  and  the  butbus  face  of  the  heart  as  ventral  instead 
of  cranial,  in  position. 


Fio.   2(H.I.  -  Vcntriil    view   of    iht   heart   of  a 
cliick  cmhryoof  7.5  nun.  Iitad -length.     (After 
Masius.) 
Air.  i)..  ^..  REcht  awl  left  auricles.     B.  Co., 

Bullnis  coniis.     V.,  VentricU-. 


Division    of    the    Cavities   of    the    Heart.     The    embryonic 

heart  is  ]>rimarily  a  siTigle  continiioTis  tube:  (lirritiK  development 
a  complex  series  of  changes  brings  about  its  complete  division 
into  rifjht  anil  left  side.-*.  corn'spdiKling  to  the  pulmonary  and 
systemic  cin-iilatioiis.  Partitions  or  septa  arise  independenllv 
in  each  primary  division  of  the  cartliac  tnbe,  excepting  the  sinus 
venosus,  aint  subsequently  these  unite  in  such  a  way  as  to  make 
two    independent    circulatory    systems.     During   this    time    the 
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appropriate  valves  are  formed.  We  have  thus  to  describe  the 
origin  of  three  primary  septa,  viz.,  the  interauricular  septum, 
the  interventricular  septum,  and  the  septum  of  the  truncus  and 
bulbus  arteriosus.  These  do  not,  however,  themselves  unite 
directly,  but  are  joined  together  by  the  intermediation  of  a  fourth, 
large,  cushion-like  septum  formed  in  the  auricular  canal,  i.e.,  in 
the  opening  between  the  primitive  atrium  and  ventricle. 

In  general  it  may  be  said  that  the  development  of  th6  three 
primary  septa  takes  place  from  the  periphery  towards  the  center, 
i.e.,  towards  the  cushion-septum  of  the  auricular  canal,  and  that 
it  is  practically  synchronous  in  all  three,  though  there  is  a  slight 
precedence  of  the  interauricular  septum.  During  the  same  time 
the  cushion-septum  of  the  auricular  canal  is  formed.  We  may 
then  consider  first  the  origin  of  these  septa  separately,  and  second 
their  union. 

(a)  The  Septum  Trunci  et  Buibi  Arteriosi  (Septum  Aortico^ 
Pulmonale).  This  septum  divides  the  truncus  and  bulbus  arte- 
riosus into  two  arteries,  the  aorta  and  pulmonary  artery.  Three 
divisions  may  be  distinguished,  viz.,  a  part  in  the  truncus  arte- 
riosus, a  part  in  the  distal  division  of  the  bulbus  extending  to 
the  place  of  formation  of  the  semilunar  valves,  and  a  part  in  the 
proximal  portion  of  the  bulbus,  which  subsequently  becomes 
incorporated  in  the  ventricles.  In  mode  of  formation  these  are 
more  or  less  independent,  though  they  unite  to  form  a  continuous 
septum. 

The  septum  of  the  truncus  arteriosus  arises  on  the  fifth  day 
as  a  complete  partition  extending  from  the  cephalic  border  of 
the  two  pulmonary  arches  into  the  upper  portion  of  the  bulbus 
arteriosus;  the  blood  current  flowing  through  the  bulbus  that 
passes  behind  this  partition  enters  the  pulmonary  arches  exclu- 
sively, that  passing  in  front  enters  the  two  remaining  pairs  of  aortic 
arches.  During  the  latter  half  of  the  fifth  day  and  on  the  sixth 
day  the  septum  of  the  tnmcus  is  continued  into  the  proximal  por- 
tion of  the  bulbus  and  divides  it  in  two  stems.  Here,  however, 
it  co-o|)erates  with  three  longitudinal  ridges  of  the  endocardium 
of  the  bulbus,  one  of  which  is  in  the  direct  line  of  prolonga- 
tion of  the  septum  of  the  tnmcus,  which  therefore  is  continued 
along  this  one  and  l)etween  the  other  two  as  far  as  the  place  of 
formation  of  the  semilunar  valves  (Fig.  201).  The  entire  septum 
thus  formed  has  a  slightly  spiral  (fw^"««.  of  such  a  nature  that 
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the  pulmonalis,  which  lies  dorsal  to  the  aorta  distally,  is  gradually 
transposed  to  its  left  side.  The  third  division  of  the  aortic- 
pulmonary  septum  arises  near  the  opening  of  the  bulbus  into 
the  ventricle  in  the  form  of  two  ridges  of  the  endocardium  on 
the  right  and  left  sides  respectively  of  the  bulbus,  the  pulmonary 

division  lying  ventral  and  the 
aortic  division  dorsal  to  the 
incipient  partition.  A  third 
slight  endocardial  ridge  of  the 
proximal  part  of  the  bulbus  is 
described  (Hochstetter,  Greil) 
at  this  stage,  but  it  soon  dis- 
appears. The  proximal  bulbus 
ridges  may  be  seen  on  the  fifth 
day;  on  the  sixth  day  they  are 
w^ell  formed;  on  the  seventh  day 
they  have  united  to  form  a  par- 
tition which  becomes  continu- 
ous with  the  partition  in  the 
distal  portion  of  the  bulbus. 
Thus  the  separation  of  the  aor- 
tic and  pulmonary  trunk  is  completed  down  to  the  ventricle. 

The  semilunar  valves  arise  by  excavation  of  thi-ee  endocar- 
dial thickenings  in  each  trunk  formed  at  the  caudal  end  of  the 
distal  division  of  the  bulbus  (Hochstetter,  Greil).  The  origin 
of  these  thickenings  is  as  follows.  Both  the  aortic  and  pulmonary 
trunks  receive  one  each  of  the  original  endocardial  ridges  of  the 
distal  portion  of  the  bulbus  owing  to  the  course  of  the  aortic- 
pulmonary  septum.  Kach  also  i*eceive.s  half  of  the  ridge  along 
which  the  septum  of  the  truncus  is  prolonged.  A  third  ridge 
arises  subsequently  in  each  between  these  two.  A  cavity  then 
arises  in  each  ridge  and  opens  distally  into  the  aorta  and  pul- 
monary artery  respc^ctively,  thus  forming  jx)ckets  open  in  front. 
These  valves  are  fuUv  formed  at  eight  davs. 

The  aortic-j)ulm()nary  se})tuni  becomes  thick  early  in  its 
historv  and  the  muscular  la  vers  of  tlie  vascular  trunks,  which 
at  first  form  a  common  sheath  for  both,  gradually  constrict  into 
the  septum,  and  sei)arate  when  the  constriction  brings  them 
together,  so  that  each  vessel  obtains  an  independent  muscular 
wall.     Sul)sequently,  a  constriction  extends  from  the  outer  layer 


FiQ.  201.  —  A.   Section  through  the 
truncus  arteriosus  of  an  embryo  of  5 
mm.  head-length. 
B.  Section  through  the  distal  por- 
tion of  the  bulbus  arteriosus  of  the 
same  embryo.     (After  Greil.) 

A.,  Aorta.  P.,  Pulmonalis.  A.S.  ao. 
p.,  Plane  of  the  septum  aortico-pulmo- 
nale.  1,  2,  and  3,  Ridges  prolonging 
the  septum  aortico-pulmonale. 
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of  the  truncus  and  bulbus  along  the  entire  length  of  the  septum, 
and  thus  completely  separates  the  aorta  and  pulmonary  arteries 
from  each  other.  On  the  eighth  day  each  vessel  has  independent 
muscular  walls,  and  the  external  constriction  has  made  some 
progress. 

(6)  The  Interventricular  Septum,  As  noted  before,  the  inter- 
ventricular sulcus  that  extends  from  the  bulbo-auricular  angle 
towards  the  apex  of  the  heart  marks  the  line  of  development  of 
the  interventricular  septum.  The  right  division  of  the  primitive 
ventricle  is  therefore  continuous  with  the  bulbus  and  the  left 
with  the  atrium.  However,  the  partition,  bulbo-auricular  sep- 
tum, which  at  first  separates  the  primitive  right  and  left  limbs 
of  the  ventricle,  undergoes  rapid  reduction  and  becomes  a  mere 
ridge  by  the  stage  of  ninety-six  hours.  Thus  the  opening  of  the 
bulbus  and  the  auricular  canal  lie  side  by  side,  separated  only 
by  this  slight  ridge.  The  rotation  of  the  ventricle  brings  the 
bulbus  from  the  right  side  into  the  mid-ventral  line  so  that  the 
opening  of  the  bulbus  comes  to  lie  ventral  to  the  auricular  canal 
on  its  right  side  (cf.  Figs.  199  and  200). 

In  the  interior  of  the  heart  the  development  of  the  inter- 
ventricular septum  is  associated  with  the  formation  of  the  tra- 
beculsB  or  ramified  and  anastomosing  processes  of  the  myocardium 
that  convert  the  peripheral  part  of  the  ventricular  cavity  into  a 
spongy  mass  at  an  early  stage.  Along  the  line  of  the  interven- 
tricular sulcus  these  trabeculse  extend  farther  into  the  cavity 
than  elsewhere,  and  become  united  together  at  their  apices  by  a 
slight  thickening  of  the  endocardium,  which  clothes  them  all, 
thus  originating  the  interventricular  septum  (Fig.  202).  This 
process  begins  at  the  apex  of  the  ventricle,  and  extends  towards 
the  base,  the  fleshy  septum  becoming  gradually  higher  and  thicker 
and  better  organized.  It  thus  has  a  concave  free  border,  directed 
towards  the  bulbo-auricular  ridge  and  continued  along  both  the 
ventral  and  dorsal  surfaces  of  the  ventricle.  The  septum  develops 
more  rapidly  along  the  dorsal  than  the  ventral  wall  and  on  the  fifth 
day  reaches  the  neighborhood  of  the  auricular  canal  on  this  side, 
and  unites  with  the  right  side  of  the  fused  endocardial  cushions 
which  have  in  the  meantime  developed  in  the  latter.  (See  l)elow.) 
Thus  the  interventricular  foramen  t»r  communication  between 
the  ventricles,  is  gradii«"  and  limited  to  the 

ventral  anterior  pn  lever  completely 


354 


THE  DEVELOPMENT  OF  THE  CHICK 


closed,  but,  as  we  shall  see  later,  the  interventricular  foramen 
is  utilized  in  connectinji;  up  the  aorta  with  the  left  ventricle. 

It  will  be  seen  that  if  the  original  direction  of  this  septum, 
as  indicated  by  the  intesrventricular  groove  on  the  surface,  were 
preserved  (Fig.  199),  the  interventricular  septum  would  fuse 
with  the  bulbo-auricuJar  ridge  and  the  right  ventricle  would  then 
be  continuous  with  the  bulbus  onlv,  and  the  left  ventricle  with 
the  atrium,  and  circulation  of  the  blood  would  be  impossible. 
The  avoidance  of  this  condition  is  due  to  the  rotation  of  the  bul- 
bus by  which  it  is  brought  l^eneath  the  auricular  canal,  and  by 
widening  of  the  auricular  canal  to  the  right.     Thus  the  inter- 
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Fk;.  202.  —  Frontal  s*M'ti(»ii  of  the  heart  of  a  chick 

embryo  of  9  mm.  head-length.     (After  Hochstet- 

ter.) 

K.  (\,  Median  endothelial  cushion.  1.  p].  C,  Lat- 
eral en(k)thelial  cushion.  S.  Atr.,  Septum  at  riorum. 
S.  v.,  Septum  ventriculorum. 


vontricnlar  .scj)tuin  nicots  the  ri«!:ht  side  of  the  cushion-septum 
and  divides  tlic  auricular  canal,  though  the  ojXMiing  of  the  bidhu.s 
remains  on  its  riglit. 

(r)  77/r  intrmurinihir  scptinn  forms  at  the  same  time  as  the 
septum  bet\v(HMi  th(^  ventricles,  as  a  thin  myocardial  i)artiti()n 
arising  from  the  vault  of  the  atrium  l)(^t\v(»eu  the  oiHMiings  of  the 
sinus  vonosus  and  pulmonary  vein;  it  extends  rapidly  with  con- 
cave   free    border   towards   the   auricular  canal,   and  soon    fuses 
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completely  along  its  entire  free  border  with  the  endothelial 
ciiahiona  of  the  latter.  It  would  thus  establish  a  complete  par- 
tition between  the  two  auricles  were  it  not  for  the  fact  that 
Becondary  perforations  ariwe  in  it  before  its  free  eilfre  meets  tlie 
endothelial  cushions  (Fig.  203).  Tliese  h:ive  the  Name  physio- 
logical significance  as  the  fora- 
men ovale  in  the  mammalian 
heart,  and  persist  through  the 
period  of  incubation,  closing 
soon  after  hatching, 

(rf)  TheCushion-aeptumiSe}}- 
tiim  of  the  Auricular  Canal). 
This  septum  completes  the  en- 
tire system  by  uniting  together 
the  three  septa  already  consid- 
ered. It  forms  as  two  cushiiin- 
like  thickenings  of  the  endothe- 
hum  in  the  floor  and  roof  re- 
spectively of  the  auricular  canal 
(cf.  Figs.  202.  203  and  204). 
These  cushions  rapidly  thicken 
so  as  to  restrict  the  center  of 
the  atrioventricular  aperture, 
and  finally,  fusing  together,  di- 
vide the  latter  into  two  verti- 
cally-elongated apertures,  right 
and  left  respectively.  The  time 
of  formation  of  this  large  endo- 
cardial cushion  dividing  the  a 
ricular  canal  is  coincident  with 
the  formation  of  the  other  septa. 

((■)  Completion  of  the  Sepia.  Thus  by  the  end  of  the  fifth 
or  the  beginning  of  the  sixth  day  of  incubation,  the  heart  is 
prepared  for  the  rapid  completion  of  a  double  circulation.  The 
embr>-onic  ciR'ulation  is  never  completely  double,  Imwewr,  for 
tlie  reason  that  the  embryonic  respiratory  organ  (allanlois) 
belongs  to  the  aortic  sysUt  nary  circulation  does 

not   begin  u*   '*  between   the  sixth 

and  eightl  he  heart  become 

comrt  «ular   foramina 
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heert  of  a  chick  emhryo  of  5.7  mm. 

head-lenglh,  seen  (rom  right  side. 

Part  of  the  wall  of  the  right  auricle 

is  cut  nway.  (After  MasiuB.) 
B.Co..  Bulhus  eordiB.  DC, Duct 
□f  Cuvipr.  E.  C.  d..  v.,  Doraal  and 
ventral  endothelial  cutihiond.  O.^.  v., 
Opening  of  the  ninus  venosua  into  the 
'  rfit  auricle.     0. 1,0,2,  Priniafy  and 

i-ondary  ostia  or  inter-auricular  con- 
nections. 
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remain  until  hatching,  and  serve  as  a  passageway  of  blood  froni 
the  right  side  to  the  left  side. 

The  completion  of  the  cardiac  septa  takes  place  in  such  a 
way  that  the  aorta  becomes  connected  with  the  left  ventricle, 
the  pulmonary  artery  remaining  in  connection  with  the  right. 
To  understand  how  this  occurs  it  is  necessary  to  remember  that, 
although  the  bulbus  arteriosus  is  primitively  connected  with  the 
right  side  of  the  ventricle,  the  revolution  of  the  latter  has  trans- 
ferred the  bulbus  to  the  middle  line  where  it  lies  to  the  right  of 
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Fio.  204.  —  Reconstruction  of  ilie  beart  of  a 
chick  embryo  of  5.7  mm.  head-length.  Ven- 
tral faee  removed;  interior  of  the  dorsal 
half,     (Aflrr  Masius.) 
Atr.d,,  B.,  Rigiht  ami  loft  aurkles.    D.C. 
d.. «.,  Right  and  left  ducts  of  Cuvier.     E.  C, 
Endothelial   cushion,     i.  A,  S.,    Jnteraurlcu- 
Inr  sciituin.     M.  V.,  0[>onM)K  of  the  meatus 


the  infcrven trie u III r  Hoptuni,  und  ventral  to  the  right  division  of 
the  auricular  canal.  The  luilbo-auricular  riilge  thus  forms  the 
fifior  iif  this  side  i)f  the  jiuricuiar  canal.  The  iutervcntrieular 
septum  is  attached  to  the  right  side  of  the  cushion-septum  and 
its  foraiucn  ami  the  ajierture  of  t!ie  bulbus  lie  side  by  side.  It 
will  al.*()  l>e  rcmemliered  that  the  pro.ximal  portion  of  the  bulbus 
is  diviiled  by  ;i  partition  fonued  by  riftht  and  left  endocardial 
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ridges,  and  that  the  aortic  division  of  the  bulbus  lies  above  the 
pulmonary  division,  that  is,  next  the  bulbo-auricular  ridge. 
The  left  bulbus  ridge  is  thus  continuous  with  the  interventricular 
septum  immediately  beneath  the  foramen  of  the  latter,  and  the 
right  bulbus  ridge  lies  on  the  opposite  side. 

The  bulbus  septum  now  becomes  complete  by  fusion  of  the 
right  and  left  sides.  The  blood  from  the  left  ventricle  is  then 
forced  in  each  systole  through  the  interventricular  foramen  and 
along  a  groove  in  the  right  side  of  the  cushion-septum  into  the 
aortic  tnmk.  This  groove,  however,  is  open  to  the  right  ven- 
tricle also  above  the  septum  of  the  bulbus;  but  it  is  soon  bridged 
over  by  an  extension  of  the  cushion-septum  along  the  bulbo- 
auricular  ridge  as  far  as  the  right  side  of  the  septum  of  the  bulbus; 
in  this  way  the  space  existing  between  the  interventricular  sep- 
tum and  the  opening  of  the  aorta  is  converted  into  a  tube,  and 
thus  the  aorta  Ls  prolonged  through  the  cushion-septum,  and 
by  way  of  the  interventricular  foramen  into  the  left  ventricle. 

Fate  of  the  Bulbus.  The  distal  portion  of  the  bulbus  is  con- 
verted into  the  proximal  parts  of  the  aorta  and  pulmonary  artery. 
The  part  proximal  to  the  semilunar  valves  is  gradually  incor- 
porated into  the  ventricles,  owing  to  extension  of  the  ventricular 
cavities  into  its  wall,  and  subsequent  disappearance  of  the  inner 
wall  of  the  undermined  part. 

The  Sinus  Venosus.  (For  earlier  development  see  Chap.  VI; 
relation  to  septum  transversum.  Chap.  XL) 

In  the  course  of  development,  the  sinus  venosus  gradually 
separates  from  the  septum  transversum,  though  always  connected 
with  the  latter  by  the  vena  cava  inferior.  In  early  stages  (up  to 
about  24  somites)  it  is  placed  quite  symmetrically  behind  the 
atrium,  and  extends  transversely  to  the  entrance  of  the  ducts  of 
Cuvier  on  each  side.  The  sinu-auricular  aperture  is  approximately 
in  the  median  line  at  first,  so  that  the  right  and  left  divisions  of 
the  sinus  are  nearly  symmetrical.  The  condition  of  approximate 
bilateral  symmetry  of  the  sinus  is,  however,  rapidly  changed 
by  shifting  of  the  sinu-auricular  aperture  to  the  right  side  with 
the  outgrowth  of  the  right  auricle  (24-36  somites);  thus  the  left 
horn  of  the  sinus  becomes  elongated;  moreover,  the  main  expan- 
sion of  the  sinus  takes  place  in  the  region  of  the  sinu-auricular 
aperture,  and  thus  the  left  horn  '  "^W  narrow  in  diam- 

eter.   The  interauricul*  of  the  sinu- 
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auricular  aperture  (Fig.  204).  At  the  stage  of  ninety-six  hours  the 
general  form  of  the  sinus  is  that  of  a  horseshoe  situated  between 
the  atrium  and  the  septum  transversum;  the  ends  of  the  horse- 
shoe, or  horns  of  the  sinus  venosus,  are  continued  into  the  ducts 
of  Cuvier.  The  sinu-auricular  aperture  lies  on  the  right,  and 
here  the  cavity  of  the  sinus  is  largest;  the  right  horn  of  the  sinus 
is  relatively  short  and  the  left  horn  forms  a  transverse  piece  on 
the  anterior  face  of  the  septum  transversum,  which  gradually 
curves  dorsallv  and  enters  the  left  duct  of  Cuvier. 

The  right  and  left  boundaries  of  the  sinu-auricular  aperture 
pn>je(*t  into  the  cavity  of  the  right  auricle  as  folds  that  meet 
below  the  aperture  and  diverge  dorsally  (Fig.  204),  thus  forming 
sinu-auricular  valves;  a  special  development  of  the  muscular 
tral)eculap  nmning  along  the  roof  of  the  right  auricle  from  the 
angle  of  these  valves  corresponds  to  the  septum  spurium  of  mam- 
malia. The  iiinus  se}}tum  arises  as  a  fold  of  the  roof  of  the  sinus 
between  the  entmnce  of  the  left  horn  and  the  vena  cava  inferior: 
it  gn>ws  acrivss  the  sinus  into  the  sinu-auricular  aperture  and 
thus  divides  the  latter  (cf.  Fig.  231).  Subsequently,  the  sinus 
l)e<H>mes  incorpi>nited  in  the  right  auricle,  and  the  systemic 
N-eins  thus  obtain  independent  openings  into  the  latter  (see  account 
of  development  of  the  venous  system).  The  sinu-auricular 
valves  disap^var  durinii:  this  pn>cess. 

II.     Thk    Aktkkikl    .'^iySTF.M 

The  Aortic  Arches.  In  the  Amniota  six  aortic  arches  are 
toritunl  Oi>nneotiiiir  the  trunt'us  arteriosus  with  the  roots  of  the 
dorsal  aor:a.  The  tii^t  toiir  lie  in  the  e«^rTVspx>nding  visceral 
ar\*he<;  tb.e  tilth  ar.vl  >:\th  are  situated  Ivhind  the  fourth  visceral 
|H>uoh.:  th.e  rlt'tl:  :<  a  very  small  and  transitory  vessel,  the  exist- 
eiuv  o:  \\:..vh.  was  !io:  <ii<ixH*tevi  iii.til  conipa r:\tively  recently 
vv.  Ivir.niele:..  Iv^as  .  a!.-i  the  sixtii  or  pulmonary  aR*h  was  pre- 
viv^u<'.v  ::.:er:^r\^:e  i  as  :':e  r:::h.  The  iii<eover\-  oi  the  tifth  an-h 
ha<  ^r\^Ui:i.t  :!ie  A:v.!\:.>:a  ::.:o  aiirwm.et.t  with  the  Anipliihia 
a<  :v;;ar  :>  the  numivr  a::  i  -i^r^in-an-e  of  the  various  aortie  an*hes. 

T::e  fate  of  :he  a^r::-  ar-'he-^  :::  the  oh:--k  :<  ;is  follows  tsee 
Fii:-.  -'»•'>.  '-'H^  •  'h.e  rl-^t  a*.i  i  <<^''^::  :  arhes  dis^ippear  as  alneaily 
<it-.r;-<-i    rhiviv  VI  .  a-  :  the  a^te-i-^r  i^rv^'  of  t^ 

a..r^e  ::;  fr>>:-t  •  f  the  ti-i  a-h  ovK'iti: 
thf  \f^ntra:  en^is  of  the  h-<t  a::.i  sevo::  • 
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carotid.  The  third  arch  on  each  aide  persists  us  the  proximal 
portion  of  the  internal  carotids;  and  the  dorsal  aorta  niptitres 
on  each  side  between  the  dorsal  ends  of  the  third  and  fourth 
arches.  The  fourth  arch  and  the  root  of  the  dorsal  aorta  dis- 
appear on  the  left  aide,  but  remain  on  the 
right  as  the  permanent  arch  of  the  aorta. 
The  fifth  an^h  disappears  on  both  sides; 
the  sixth  arch  persists  throughout  the 
period  of  incubation  and  forms  an  im- 
portant arterial  channel  of  the  systemic 
circidation  until  hatching.  Then  the 
dorsal  portion  (duct  of  IJotallus  or  duc- 
tus arteriosus)  becomes  occluded,  and 
the  remainder  of  the  sixth  arch  becomes 
the  proximal  portion  of  the  pulmonary 
arteries. 

The  details  of  these  changes  are  as 
follows:  On  the  third  and  fourth  days  of 
incubation  the  first  and  second  aortic 
arches  disappear  (Fig.  102).  The  lower 
ends  of  these  arches  then  appear  as  a. 
branch  from  the  base  of  the  third  arch 
on  each  side,  extending  into  the  mandi- 
ble and  forming  the  external  carotid  ar- 
tery. The  dorsal  aorta  in  front  of  the 
third  arch  constitutes  the  beginning  of 
the  internal  carotid.  During  the  ffmrth 
day  the  sixth  pair  of  aortic  arches  is 
formed  behind  the  fourth  cleft,  and  the 
origin  of  the  pulmonary  arteries  is  trans- 
ferred to  them  (Fig.  102).  The  fifth  pair 
of  aortic  arches  is  also  formed  during  the  fourth  day  (Fig,  206.) 
It  is  a  slender  vessel  passing  from  near  the  base  to  near  the 
summit  of  the  sixth  arch.  As  it  has  been  entirely  overlooke<l 
by  most  investigators,  it  is  certain  that  it  is  of  very  brief  duration, 
and  it  may  even  be  entirely  absent  in  some  embryos.  Apparently 
it  has  no  physiological  importance,  and  it  can  be  interpreted  only 
as  a  phylogenio  rudiment. 

Thus  at  the  beginning  of  the  fifth  day  the  entire  series  of 
aortic  arches  has  been  formed,  and  the  first,  second,  and  fifth 


FiQ.    2(15.  —  Diugrniii    of 
thp  Bortir  arches  of  birds 
and    their   fate.      (After 
Doss.) 
Car.  com..  Common  ca- 
rotid.    C^r.  exl.,  External 
parotid.    Car,  int.,  Internal 
carotid.     D.  a.,  Ductus  ar- 
L..  Left,     p.  A., 
lary  ariery.    R., 
Right. 

1.2,  3.  4,  .5,  andfl.  Firrt, 
«ani),  third,  fourth,  fifth, 
and  sixth  aortic  arches. 
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have  entirely  disappeared.  The  surviving  arches  are  the  third 
or  carotid  arch,  the  fourth  or  aortic  arch,  and  the  sixth  or  pul- 
monary arch.  Up  to  this  time  the  development  is  symmetrical 
on  both  sides  of  the  body. 
During  the  fifth  and  sixth 
days  the  two  sides  become 
asymmetrical,  the  fourth  arch 
becoming  reduced  on  the  left 
side  of  the  body  and  enlarged 
on  the  right.  Fig.  207  shows 
the  condition  on  the  two  sides 
FiQ.  206. —  Camera  sketch  of  ihe  aortic  of  the  body  on  the  sixth  day. 
archca  of  the  left  side  of  a  chick  em-  jf  (,he  fourth  arch  of  the  two 
bryo4i  days  old.  From  an  inject.d  sides  be  compared  it  will  be 
seen  that  the  left  one  is  re- 
duce<l  to  a  very  narrow  rudi- 
ment which  has  lost  its  connection  with  the  bulbus  arteriosus, 
while  on  the  right  side  it  is  well  developed.  Another  important 
change  illustrated  in  the  same  figure  is  the  reduction  of  the  dorsal 
aorta  between  the  upper  ends  of  the  carotid  and  aortic  arches  to 
a  narrow  connection.     Two  factors  co-operate  in  the  diminution 


Bpecimen.     (After  Loey.) 
Abbreviations  as  in  Fig.  205. 


Fin.  207.  —  Rpconst 
chick  embryo  from 
A.  Left  side. 
li.  Ri):ht  side. 


n  of  Ihe  norlic  arches  of  a  6-day 
ics  of  sagittal  section.s. 


Ci 


Ciir. 


1.,  E.^tenial  carotid. 


rtb,  uTi. 


1  (lis!i]iix(iir;in('c  of  this  part   of  the  primitive  dorsal 

aorta,  vi/.,  tlio  eloMgiitioti  of  tho  neck  and  the  reduction  of  the 

ill  lie  seen   that   relatively  little  circulation 

ection,   lierau.-^e  the  current  up  the  carotiil 


nd  pradua 


hlood  curi-cnt.      It 
it*  possihle  in  this  p 


LATER  DEVELOPMENT  OF  VASCULAR  SYSTEM        361 

arch  turns  forward  and  that  up  the  aortic  arch  turns  backward, 
hence  there  is  an  intermediate  region  of  stagnation,  and  here 
the  obliteration  occurs. 

On  the  eighth  day  the  changes  indicated  on  the  sixth  day 
are  completed.  The  left  aortic  arch  has  entirely  disappeared, 
and  the  connection  between  the  upper  ends  of  the  carotid  and 
aortic  arches  is  entirely  lost  on  both  sides  (Fig.  208),  though  lines 
of  apparently  degenerating  cells  can  be  seen  between  the  two. 
On  the  other  hand,  the  upper  end  of  the  pulmonary  arch  (duct 
of  liotallus)  is  as  strongly  developed  on  both  sides  as  the 
right  aortic  arch  itself.  The  pulmonary  artery  proper  is  rela- 
tively very  minute  (Fig.  208),  and  it  can  transmit  only  a  small 


^ii 


rw^ 


A  fi. 

FiQ.  208.  —  Reconstruction  of  the  aortic  arches  of  an  8-day  embryo  from 
a  series  of  sagittal  sections. 

A.  Left  side. 

B.  Right  side. 

A.  o.  m.,  Omphalomesenteric  artery.  Ao.  A.,  Aortic  (systemic)  arch. 
Car.,  Carotid.  D.  a.,  Ductus  arteriosus,  d.  Ao.,  Dorsal  aorta,  p.  A.,  Pul- 
monary artery.  S'cl.,  Subclavian  artery.  V.,  Valves  of  the  pulmonary 
artery. 

quantity  of  blood;  the  principal  function  of  the  pulmonary  arch 
is  obviously  in  connection  with  the  systemic  circulation.  In 
other  words,  l>oth  sides  of  the  heart  pump  blood  into  the  aorta 
during  embryonic  life;  after  hatching,  the  duct  of  Botallus  be- 
comes occluded  as  already  noted,  and  the  pulmonary  circulation 
is  then  fullv  established. 

The  Carotid  Arch.  With  the  retreat  of  the  heart  into  the 
thorax,  the  internal  and  external  carotids  become  drawn  out  into 
lon^  vessels  extending  through  the  neck  region.  The  internal 
can)ti(ls  then  l^ecome  approximated  l)eneath  the  vertebral  centra. 
The  stem  of  the  external  carotid  forms  an  anastomosis  with  the 
internal  carotid  in  the  mandibular  region,  and  then  disappears, 
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so  that  ita  branches  appear  secondarily  as  branches  of  the  inter- 
nal carotid.  The  common  carotid  (ear.  communis)  of  adult 
anatomy  is  derived  entirely  from  the  proximal  part  of  the  inter- 
nal carotid.  i 

The  Subclavmn  Artery.  The  primary  subclavian  artery 
arises  on  the  fourth  day  from  the  fifteenth  (eighteenth  of  entire 
series)  segmental  artery  of 
the  body-wall  when  the 
wing-bud  forms,  and  grad- 
ually increases  in  import- 
ance with  the  growth  of  the 
wing.  During  the  fifth  day 
a  small  artery  that  arises 
from  the  base  of  the  carotid 
arch  grows  backwards  and 
unites  with  the  primary  sub- 
clavian at  the  root  of  the 
wing.  Thus  the  subclavian 
artery  obtains  two  roots,  a 
primary  one  from  the  dorsal 
aorta  and  a  secondary  one 
from  the  carotid  arch  (Fig. 
209).  As  the  latter  grows 
in  importance  the  primary 
root  dwindles  and  finaliv 
disappears  (about  the  ninth 
da^).  .\pparenth-  the  Cro- 
codilia  and  Chelonia  agree 
with  the  birds  in  this  re- 
s|»ect,  while  the  other  ver- 
tebrates retain  the  primary 
root. 


Fic.  2W.  —  Dissi-plioii  i)f  Ihe  heurt  i 
ai>rlie  iirclii's  iiF  il  chivk  embryo  i: 
latter  [mrt  ot  tlic  sixtl]  diiy  of  ini 
tion.     (AftiT  SiiLin-) 


oticl.         ,  , , 

auliolavLiu  iirlcry. 

;i,4,«.TIiir.l  (ciiniliil 
ic),  anil  sExth  liJuh]ioni<r 


lul  N 


The   Aortic    System   in- 

chidcs  the  aortic   arch    and 
tlie   primitive   dorsal    aorta 


with  its  l)ranrhcs  (Fijr.  2]G). 

The  scKiiiciitat  aiK'rips  l>el(iiiti  to  the  primitive  dor^jal  aorta; 
originally  there  is  a  p:iir  in  ca<'!i  iiitcrwoinitit;  s<>i)tum,  Init  their 
fiite  has  not  l>eeii  Ih.irouciily  workcl  <mt  in  the  chick.  At  six- 
days  tlie  cervical  se(;iiient:d  arteries  are  united  on  each  side  by 
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a  longitudinal  anastomosis  communicating  with  the  internal 
carotid  in  front. 

The  two  omphalomesenteric  arteries  are  originally  independent 
(Chap.  V),  but  as  the  dorsal  mesentery  forms,  they  fuse  in  a 
common  stem  extending  to  the  umbilicus.  The  anterior  mesen- 
teric artery  arises  from  this.  The  coeliac  and  posterior  mesen- 
teric arteries  arise  independently  from  the  dorsal  aorta  (Fig.  216). 

Mesonephric  arteries  arise  from  the  ventro-lateral  face  of  the 
dorsal  aorta  and  originally  supply  the  glomeruli;  they  are  very 
numerous  at  ninety-six  hours,  but  become  much  reduced  in 
number  as  the  renal  portal  circulation  develops;  some  of  them 
persist  as  the  definitive  renal  and  genital  arteries. 

The  umbilical  arteries  arise  from  the  same  pair  of  segmental 
arteries  that  furnishes  the  primitive  artery  of  the  leg.  Thus 
on  the  fourth  day  the  umbilical  arteries  appear  as  branches  of 
the  sciatic  arteries;  but  later  the  umbilical  arteries  become  much 
larger  than  the  sciatic  (Fig.  216).  The  right  umbilical  artery  is, 
from  the  first,  smaller  than  the  left.  On  the  eighth  day  its  inter- 
mediate portion  in  the  region  of  the  neck  of  the  allantois  is  much 
constricted,  and  it  gradually  disappears.  The  caudal  artery  is 
the  narrow  posterior  extremity  of  the  dorsal  aorta  behind  the 
umbilical  arteries. 

I  do  not  find  a  stage  in  the  chick  when  the  umbilical  arteries  unite 
directly  with  the  dorsal  aorta  by  way  of  the  intestine  and  dorsal  mesen- 
ter\',  though  no  doubt  indirect  connections  exist  at  an  early  stage.  In 
ihammals  (Hoehstetter)  the  primitive  umbilical  artery  has  such  a 
splanchnic  course,  but  a  secondary  connection  in  the  somatopleure  soon 
replaces  the  primary  splanchnic  path. 

in.    Thk  Venous  System.     (See  Chapter  VI  for  origin  of  the 

first  venous  trunks) 

We  shall  take  up  the  development  of  the  venous  system  in 
the  following  order:  (a)  the  system  of  the  anterior  venae  cavse 
(venae  eavae  superiores);  (b)  the  omphalomesenteric  and  um- 
bilical veins  and  the  hepatic  portal  system;  (c)  the  system  of  the 
inferior  vena  cava. 

The  anterior  vense  cavse  are  formed  on  each  side  by  the 
union  of  the  jugular,  vertebral,  and  subclavian  veins.  The  jugular 
is  derived  from  the  anterior  cardinal  veins,  which  extend  down 
the  neck  in  close  proximity  to  the  vagus  nerves.     The  embryonic 
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history  of  its  branches  is  not  known  in  detail  (see  Chap.  VI  and 
Fig.  162  for  the  first  branches).  The  history  of  the  vertebral 
veins,  which  open  into  the  jugular  veins  near  the  base  of  the 
neck,  formed  by  union  of  anterior  and  posterior  branches,  is 
likewise  unknown.  Presumably  they  are  formed  in  part  by 
anastomoses  between  segmental  veins.  The  subclavian  vein 
arises  primitively  as  a  branch  of  the  posterior  cardinal  vein; 
it  receives  the  blood  from  the  wing  and  walls  of  the  thorax.  The 
part  of  the  posterior  cardinal  behind  the  entrance  of  the  sub- 
clavian vein  disappears  on  the  sixth  day,  and  its  most  proximal 
part  represents  then  the  anterior  continuation  of  the  subclavian 
vein  (Fig.  216).  The  part  of  the  superior  vena  cava  proximal 
to  the  union  of  jugular  and  subclavian  veins  is  derived  from  the 
duct  of  Cuvier,  and  on  the  left  side  also  from  the  left  horn  of 
the  sinus  venosus. 

The  primitive  omphalomesenteric  veins  unite  behind  the 
sinus  venosus  to  form  the  meatus  venosus,  around  which  the 
substance  of  the  liver  develops  as  described  in  Chapters  VI  and 
X;  the  union  extends  back  to  the  space  between  the  anterior 
and  posterior  liver  diverticula,  where  the  omphalomesenteric 
veins  diverge  and  pass  out  to  the  yolk-sac  along  the  margins 
of  the  anterior  intestiniil  portal  (Fig.  210  A).  In  the  latter  part 
of  the  third  day  (34-36  ^^omites)  an  antistomosis  forms  between 
the  right  and  left  omphalomesenteric  veins  above  the  intestine 
just  behind  the  doi*sal  pancreas,  and  thus  establishes  a  venous 
ring  around  the  intestine,  the  upixr  fK)rtion  of  which  is  formet^ 
by  the  anastomosis,  the  lower  ix)rti()n  by  the  meatus  venosus. 
and  the  sides  by  the  ri^^ht  and  left  omphalomesenteric  veins 
resix^ctively  (Fig.  210  B).  Kven  during  the  formation  of  this 
first  venous  ring  it  can  he  seen  that  its  left  side  is  becoming  nar- 
rower than  the  right  side,  and  in  less  than  a  day  it  disapjx^ars 
completely  (Fig.  21()(').  Thus  the  blood  brought  in  by  the 
left  omphalomesenteric  vein  now  passes  through  the  dorsal 
anastomosis  to  the  right  omphalomesenteric  vein,  and  the  latter 
alone  connects  with  the  meatus  venosus. 

While  tins  is  taking  place  (seventy-two  to  ninety-six  hours) 
the  intestine  has  elongated,  the  anterior  intestinal  portal  has 
shifted  backwards,  and  a  second  anastomosis  is  formed  l)etween 
the  two  omphalomesenteric  veins  ventral  to  the  intestine  and 
immediately  in  front  of  the  intestinal  portal  (Fig.  210  I)).     Thus 
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a  second  venoiiK  ririK  in  enuMhited  around  the  alimentary  ranal, 
the  lower  [Kirtion  of  w)ii<'h  h  formed  hy  the  second  anastoniosU, 


Fiii.  Ifll).  -'    I)|]if!ninu<  illiistnilitiK  llic  ilcvi'lupiiiHit  of  llic  hi'|mtir 
jMirlal  circulmiim.     lAftcr  HiichstclliT.) 
A.  Alxnit  (lie  lift.v-,-i«titli  hcmr. 
It.  AIhxiI  till-  Nixly-fiftli  liiiiir:  Rrst  venous  rhiK  fominl  iinmiul 

<'.  Aliiiiit  Ilic  wveiily-firtli  hixir:  tlic  Irft  linil)  uf  the  fiml  vi^ 
nmis  riiiK  liiis  ilis»|i|i<Mn><l, 

I),  AlmLit  the  HKliUi'tli  liiiiir;  Die  wTnnil  veiioii!'  riiii;  in  estiili- 

K.  Alniiit  ihi-  one  hiiinlnilth  limir:  tlii'  ri):hl  limli  uf  rhe  w-e<>iiil 
vi'tiiiiin  riiiK  luis  iliHjipiH'iiriil. 

!■'.  IIi'iKttir  eiivuLiliiiii  .■iImhiI  the  ime  liiiii<ln><l  ;iiiil  Ihirtii'lh 
Ixiiir.  imiiHiliiitely  Ix'fun'  tlu'  cli-iiiiiiH-ariiiiiM-  of  llie  [[itenniiliHte 

:i.i.n..  Ant<'ri.<'riTite^Iimi!  [»>rl:il.  i).  I'..  Duel  •.fCnvlcr.  iiil., 
rm.-liii.',  M.  V  ,  M,MiiL>  v,.n..siis,  iKs,.  (]■;>-. I itiiii:>is,  IV-.  I'iiii- 
.-r..;.-.  Si.,  Si„tM!ieli.  S.  v..  Siii,.^  vedri-u,.  V.  e.  i..  Venii  <iiv.l 
iiif'Tlor.       V.  Ii..  Ile,.;,ile  vrwi-.       V.  i>.  i>i..  <  liii|ili;i]<>iiies<-ii<erie  vein. 
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the  upper  portion  by  the  first  anastomosis,  and  the  sides  by  the 
right  and  left  omphalomesenteric  veins  respectively.  This  ring 
is  also  soon  destroyed,  this  time  by  the  narrowing  and  disappear- 
ance of  its  right  side  (Fig.  210  E). 

Thus  at  about  100  hours  the  condition  is  as  follows  (Fig.  210 
E) :  the  two  omphalomesenteric  veins  unite  to  form  a  single  trunk 
in  front  of  the  anterior  intestinal  portal  and  ventral  to  the  intes- 
tine (second  anastomosis),  the  single  trunk  then  turns  to  the  left 
(left  side  of  second  ring),  passes  forward  and  above  the  intestine 
to  the  right  side  (first  or  dorsal  anastomosis),  and  then  farther 
forward  on  the  right  side  of  the  intestine  (right  side  of  first  venous 
ring)  to  enter  the  liver,  where  it  becomes  continuous  with  the 
meatus  venosus. 

The  Hepatic  Portal  Circulation  becomes  established  in  the 
following  manner:  The  meatus  venosus  is  primarily  a  direct 
passageway  through  the  liver  to  the  sinus  venosus  (Fig.  210  C); 
but,  as  the  liver  trabeculae  increase,  more  and  more  of  the  blood 
entering  the  meatus  venosus  is  diverted  into  the  vascular  chan- 
nels or  sinusoids  that  occupy  the  spaces  between  the  trabeculae. 
By  degrees  these  secondary  channels  through  the  liver  substance 
form  two  sets  of  vessels,  an  afferent  one,  branching  out  from 
the  caudal  portion  of  the  meatus  venosus,  in  which  the  blood 
is  flowing  into  the  hepatic  sinusoids,  and  an  efferent  set  branch- 
ing from  the  cephalic  portion  of  the  meatus  venosus  in  which 
the  blood  is  flowing  from  the  hepatic  sinusoids  into  the  meatus 
(210  D  and  E).  By  degrees  the  circulation  through  the  liver 
substance  gains  in  importance,  and  liver  traV)eculae  grow  across 
the  intermediate  portion  of  the  meatus  venosus  (six  to  seven 
days  cf.  Fig.  216),  thus  gradually  occluding  it  as  a  direct  path 
through  the  liver  (Fig.  210  F). 

In  this  way  there  arises  a  set  of  afferent  veins  of  the  liver, 
branches  of  the  omphalomesenteric  or  hepatic  portal  vein,  and 
a  set  of  efferent  vessels  which  unite  into  right  and  left  hepatic 
veins  opening  into  the  cephalic  portion  of  the  original  meatus 
venosus.  These  veins  begin  to  be  differentiated  after  the  one 
hundredth  hour  of  incubation,  and  the  disappearance  of  the 
intermediate  portion  of  the  meatus  venosus  as  a  direct  route 
through  the  liver  is  completed  on  the  seventh  day. 

The  original  hepatic  portal  circulation  is  thus  supplied  mainly 
with  blood  from  the  volk-sac.     But  on  the  fifth  dav  the  mesen- 
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teriL'  vein  begins  to  form  as  a  ama"  vessel  situated  in  the  dorsal 
mesentery  and  opening  into  the  omphalomesenteric  \'ein  Ijehind 
the  tlorsal  pancreiis.  This  vein  increases  in  importance  as  the 
development  of  the  viscera  proceeds,  and  becomes  the  ilefinitive 
hepatic  portal  vein;  it  receives  branches  from  the  stomach,  in- 
testine, pancreas,  and  spleen.  The  development  of  these  branches 
proceeds  pari  passu  with  the  development  of  the  organs  from 
which  they  arise,  and  does  not  require  detailed  description.  It 
should  be  noted,  however,  that  part  of  the  veins  from  the  giz- 
zard and  proventriculus  form  an  independent  vena  porta  sinistra 
which  entera  the  left  loiie  of  the  liver, 

A  distincrt  subintestinal  vein  extends  forward  from  the  rool  of  (lie 
tail  at  the  stage  of  ninety-six  hours  to  ihp  posterior  intestinal  portal, 
where  it  opens  into  the  branch  of  the  left  omphaloniesenteric  vi^in, 
that  extends  forward  from  the  posterior  end  of  the  sinus  tcrminalis. 
This  vein  appears  to  take  up  blood  from  the  allaiitois  at  an  early  stage. 
However,  it  disap|>earH  al  about  the  lime  when  the  umbilical  vein  be- 
comes the  functional  vein  of  the  allatitois.  Originally  it  appears  to 
open  into  symmetrical  right  and  left  branches  of  the  omphalomesen- 
Icric  vein  that  eiicirclca  the  splanchnic  umbilicus.  The  right  branch 
is,  however,  niuch  reduced  at  ninety-six  hours  (cf.  Hochstctter,  1888). 

The  Umbilical  Veins.  The  umbilical  veins  appear  a.s  vessels 
of  the  lateral  Iwdy-wall  opening  into  the  ducts  of  CHivier  (Fig. 
2UI(';  cf.  Fig.  117);  at  firet  they  show  anastomoses  with  the 
latter,  which,  however,  soon  disappear.  They  are  subsequently 
prolonged  backwanls  in  the  somatoplenre  along  the  lateral  closing 
folds  of  the  septum  transversum  (Chap.  XI).  Up  to  the  end  of 
the  third  day  of  incubation  they  have  no  direct  connection  with 
the  blood-vessels  of  the  allantois.and  function  only  as  veins  of  the 
body-wall. 

However,  they  obtain  connection  with  the  efferent  vessels 
of  the  allantois  during  the  fourth  day.  apparently  by  widening 
of  parts  of  an  intervening  vascular  network,  and  then  the  allan- 
toic blood  streams  through  them  to  the  heart.  The  right  um- 
bilical vein  disappears  on  the  fourth  day,  and  the  left  one  alone 
persists. 

In  the  meantime  the  central  ends  of  the  umbilical  veins  have 
acquired  new  connections.  (Middle  of  third  day.  Fig.  210  D.) 
This  takes  place  through  the  formation  of  anastomoses,  especially 
on  the  left  side,  lietween   the  umbilical  vein  and  the  hepatic 
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vessels.  (On  the  right  side  similar  connections  appear,  according 
to  Brouha,  but  as  the  entire  right  umbilical  vein  soon  degenerates 
they  need  not  be  considered  farther.)  The  blood  of  the  left  um- 
bilical vein  thus  divides  and  part  flows  into  the  duct  of  Cuvier  by 
way  of  the  original  termination,  and  part  flows  through  the  liver 
into  the  meatus  venosus.  The  original  connection  is  then  lost 
and  all  of  the  blood  of  the  umbilical  vein  flows  through  the  liver 
into  the  meatus  venosus.  Although  the  intrahepatic  part  is 
at  first  composed  of  several  channels,  yet  the  blood  of  the  um- 
bilical vein  flows  fairly  directly  into  the  meatus  venosus,  and 
thus  takes  no  part  in  the  hepatic  portal  circulation.  On  the 
eighth  day  the  entrance  of  the  umbilical  vein  into  the  cephalic 
part  of  the  meatus  venosus  is  still  broken  into  several  channels 
by  liver  trabeculae  (Fig.  182);  these,  however,  soon  disappear, 
and  the  vein  then  empties  directly  into  the  meatus  venosus,  w-hich 
has  in  the  meantime  become  the  terminal  part  of  the  inferior 
vena  cava.  As  the  ventral  body-wall  closes,  the  umbilical  vein 
comes  to  lie  in  the  mid-ventral  line,  and  in  its  course  forward  it 
passes  from  the  body-wall  in  between  the  right  and  left  lobes 
of  the  liver.  The  stem  of  the  umbilical  vein  persists  in  the  adult, 
as  a  vein  of  the  ventral  body-wall  opening  into  the  left  hepatic 
vein. 

The  System  of  the  Inferior  Vena  Cava  (Post-cava).  The 
post-cava  appeal's  as  a  branch  of  the  cephalic  portion  of  the  meatus 
venosus,  and  in  its  definitive  condition  the  latter  becomes  its 
cephalic  segment;  thus  the  hepatic  and  umbilical  veins  api:)ear 
secondarily  as  ])ranches  of  the  post-cava.  The  portion  of  the 
post-cava  behind  the  liver  arises  from  parts  of  the  postcardinal 
and  subcardinal  veins,  and  receives  all  the  blood  of  the  ]X)sterior 
portion  of  the  body  and  viscera,  that  does  not  flow  through  the 
hepatic  portal  system.  The  history  of  the  development  of  this 
vein,  therefore,  involves  an  account  of  (1)  the  origin  of  its  proxi- 
mal portion  within  the  liver,  and  (2)  of  the  transformation  of  the 
postcardinals  and  sui)canlinals. 

The  proximal  portion  of  the  post-cava  arises  in  part  from 
certain  of  the  hepatic  sinusoids  in  tlie  (loi*sal  part  of  the  liver 
on  the  riglit  side  at  about  tlic  sta<i:e  of  ninety  hours,  and  in  part 
from  a  series  of  venous  islands  found  at  the  same  time  in  the 
caval  fold  of  the  plica  meso<z;astrica  (Figs.  211  and  212.  See 
Chap.  XI).     As  the  caval  fold  fuses  wit li  the  right  dorsal  lolx*  of 
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the  liver,  the  venous  islands  flow  together  and  establish  a  venous 
trunk  extending  along  and  within  the  right  dorsal  lobe  of  the 
liver,  and  opening  anteriorly  into  the  meatus  venosus.  At  first 
the  connection  with  the  meatus  venosus  lies  near  the  sinus  veno- 
sua,  but  in  later  stages  is  some  distance  behind  the  latter.  Behind 
the  liver  the  dorsal  attachment  of  the  caval  fold  is  to  the  ventral 
surface  of  the  right  mesonephros,  and  at  this  place  the  vena  cava 
enters  the  mesonephros  and  connects  with  the  subcardinal  veins 
(cf.  Fig.  182). 

The  latter  vessels  arise  as  a  series  of  venous  islands  on  the 
median  surface  of  the  mesonephros  and  lateral  to  the  aorta  on 
each   side.     Such   disconnected   primordia   are   first   evident   at 


FlQ.  211.  —  A  drawing  of  a  w 

the  veiiiH  in  the  region  of  the  liver  of  a  sparrow 
embryo.    Outline  of  the  liver  represented  by 
broken  lines.     Dorsal  view.     [Aft^r  Miller.) 
D.  C.  d.,  s.,  Right   and  left  ducts  of  Cuvier. 

D.  v.,  Ductus   (meatua)    venosus.     S.  V.,  Hinus 

venosuB.    V.c.i.,  Vena  cava  inferior.     V.  u.  d.,8.. 

Right  and  left  iinibilieal  veins. 

about  the  seventieth  hour,  and  soon  they  run  together  to  form 
a  longitudinal  vessel  on  each  side,  which  has  temporary  direct 
connections  with  the  postcardinals  (Fig.  212),  replaced  after- 
wards (fifth  day)  by  a  renal  portal  circulation  through  the  sub- 
stance of  the  mesonephros.  As  the  subcardinal  \"eins  enlarge, 
thoy  approach  one  another  just  behind  the  omphalomesenteric 
artery  l»eneath  the  aorta  and  fuse  together  (sixth  day,  Fig.  213). 
In  the  meantime,  the  post-cava  has  become  continuous  with  the 
anterior  end  of  the  right  subcardinal  (Fig.  213). 

The  venous  circulation  is  then  as  follows:    The  blood  from 
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Fw.  213,  —  Kcconst ruction  of  the  venous  syBtcm  ot 
a  chick  of  5  days.  Ventral  view.     (After  Miller.) 
a.,  Meiionephric  veins.     Ao.,  Aorta.  A,  hc.  s..  Left 
sciatic  vein.     Uthpr  abbreviations  as  before. 

the  riKht  nnd  left  poHtf'artlinnl  veins  passes  through  the  vos- 
ciihir  network  of  the  mesonephros,  and  empties  into  the  sub- 
piirdinid  veins,  from  which  it  flows  into  the  vena  cava  inferior, 
and  so  through  the  meatus  venosiis  to  the  heart.  Prior  to  the 
si.xth  day,  however,  the  greater  portion  of  the  blood  in  the  poa- 

Fio.  2['2.  —  Itpcoiist ruction  of  tlic  vcnoua  system  of  n  chick  of  90  houm, 
YPiilralriiw.  (Afr.r  Mili.r.) 
A.  o.  m..  Omi>huloincw'iitcric  artery,  a.  sc.  s.,  Iicft  sriatir  artery,  A. 
11.  «,.  l>'ft  iimliilicjil  artery.  1).,  VesW'ls  enclosed  within  ventral  (ii<le  of  incso- 
iic|i)iri>s.  V.  r.  p.  il.,  s..  Kiffht  arul  left  |iiK<terior  cardinal  veins.  V.  c.  i., 
\ciiii  cava  inferior.     V.  sc.  d.,  *..  Itiglit  and  left  siilicanlinul  (-eins. 
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tenor  cardinals  passes  forward  to  the  ducts  of  Cuvier  without 
entering  the  mesonephric  circulation.  On  the  fifth  and  sixth 
days  the  cephalic  ends  of  the  postcardinals  gradually  dwindle 
and  disappear  (cf.  Fig.  216);  thus  all  of  the  blood  entering  the 
postcardinals  must  pass  through  the  mesonephros  to  the  sub- 
cardinals,  which  thus  become  efferent  vessels  of  the  mesonephros; 
and  a  complete  renal-portal  circulation  is  established. 

This  form  of  circulation  continues  during  the  period  of  func- 
tional activity  of  the  mesonephroi,  and  as  the  latter  gradually 
atrophy,  the  portions  of  the  subcardinals  posterior  to  the  anas- 
tomosis gradually  disappear.  A  direct  connection  between  the 
post-  and  subcardinals  is  then  established  on  each  side,  by  way 
of  the  great  renal  veins,  which  have  in  the  meantime  formed  in 
connection  with  the  development  of  the  kidney  (Fig.  214). 

The  crural  and  ischiadic  veins  have,  in  the  meantime,  developed 
in  connection  with  the  formation  of  the  hind  limbs,  as  branches 
of  the  postcardinals.  Thus  the  hinder  portion  of  the  latter  be- 
comes transformed  into  the  common  iliac  veins,  and  at  the  hinder 
end  the  postcardinals  form  an  anastomosis  (Fig.  214). 

IV.   The  Embryonic  Circulation 

On  the  fourth  day  the  blood  is  driven  into  the  roots  of  the 
dorsal  aorta  through  three  pairs  of  aortic  arches,  viz.,  the  third 
or  carotid,  the  fourth  or  aortic,  and  the  sixth  or  pulmonary.  Tlie 
fifth  pair  of  aortic  arches  is  also  functional  for  a  time  during  this 
day,  but  soon  disapjx^ai-s.  The  blood  passing  up  the  third  or 
carotid  arch  is  directed  forward  througli  the  internal  and  external 
carotid  arteries  to  the  head;  that  piissing  up  the  fourth  and 
sixth  arches  turns  backwards  to  enter  the  doi-sal  aorta,  so  that 
there  is  an  interniediate  area  of  sta^^jnation  in  the  roots  of  the 
doi*sal  aorta  between  the  carotid  and  aortic  arches;  though  this 
is  more  or  less  j)rol)leniatici;l.  the  arrangement  of  the  vessels  ren- 
ders such  a  condition  very  probable.  A  very  small  prop<^rti()n  of 
the  blood  enters  the  rudimentary  pulmonary  arteries  from  the 
sixth  arch.  The  blood  in  the  dorsal  aorta  passes  backwards  and 
enters  (1)  the  segmental  arteries,  (2)  the  omphalomesenteric 
arteries,  (3)  the  (rudimentary)  umbilical  arteries,  and  behind 
the  latter  passes  into  the  narrow  continuation  of  the  dorsal  aortir, 
still  se|)arate  in  this  region,  known  as  the  caudal  arteries. 

The  blood  is  returned  to  the  heart  through  the  sinus  venosus 
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14.  —  Reconstruct  ion  of  the  venous  system  of  a  sparrow  embiyo, 
eorrvxponiliiiK  to  a  chick  of  about  14  days.  (After  Miller.) 
V.  c.i.  H.,  Intru-hrjiatic  part  of  the  vena  cava  inferior.  V.  c.  i.  SC., 
Part  ot  the  vena  ciiva  inferior  derived  from  the  subcardinal  vein.  V.  v.  ^,, 
(ii-nitnl  veins.  V.  i.  e.  il..  s.,  Ki^ht  and  left  vena  iliaea  externa.  V,  J.  i., 
\'enii  iliara  interna.  V.  i.  I.  li.,  s.,  Riftht  anil  left  vena  inler\ertebrali8  liim- 
lialis.     \.  r,  ni.  d.,  B.,  Right  ami  left  great  renal  veins. 

iilmiist  exclusively,  the  pulmonary  veins  bein^  %-er\'  nidimentary 
at  this  Mtiigo,  The  veins  entering  the  sinus  ven<istis  are  the  duets 
of  Cuvier,  anil  the  meatus  venosus.  The  former  are  made  up 
on  each  side  by  (1)  the  anterior  canlinal  vein,  returning  blood 
from  the  head,  (2)  the  posterior  cardinal  vein  returning  blood 
fi-odi  the  veins  <if  the  WolfTian  body,  and  the  intersomitic  veins, 
{'.i)  the  UTiibilicat  veins  retiirninn  blood  mainly  from  the  Ixidy- 
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wall,  inasmuch  as  direct  connection  with  the  veins  of  the  allantoiit 
is  not  yet  estahUshed.  The  meatus  venosus  receives  the  omphalo- 
mesenteiic  veins,  and  the  blood  of  the  allantois  by  way  of  the 
subintestinal  vein  (the  latter  arrangement  of  very  brief  duration). 
Thus  at  this  time  all  of  the  blood  in  mi\ed  together  in  the 
sinus  venosus,  viz.,  that  re- 
ceived through  the  ducts  of 
Cuvier,  presumably  venous, 
and  that  received  through 
the  meatus  venosus,  pre- 
sumably arterial,  owing  to  its 
circulation  in  the  superficial 
vascular  network  of  the  yolk- 
sac.  Appatently  there  is  no 
arrangement  for  separation 
or  discrimination  in  the  re- 
distribution of  the  blood. 
Hut  on  the  other  hand  it 
should  be  noted  that   most 


of  the  bifurcation  of    of  the  blood  C 


the  poMt-cava  in  the  adult  fowl. 

trol  view.  (After  Miller). 
A.  m.  B.  (A.  o.m.),  ()mphal(n«esenteric 
artery.  A.  i.  s.,  Left  i(il<'rnal  iliac  artery, 
v.  c.  i.p  Veim  cixvii  inferior.  V.  i.  c.  c!., 
KiRlit  eomnioi.  iliuc  vein.  V.i.e.d.,  Right 
extenml  iliac  v.-iri.  V.i.i..!..  KlRht  inter- 
nal iliac  vein.  V.  i.  1.  s,.  b'fl  vei.u  in- 
U'rvcrtehraliH  liiiiilmli.s.  V.  .sr.  s.,  I^-ft 
wipran'tiul  vein.  Vv.  c.,  (leni'jil  veins. 
Vv.  r.m..  (Ireiit  O'nal  v.'ins. 


i  from  the 


enibryiuiie  tissues,  which,  no  doi 
On  the  sixth  day  the  ctnliry 
phiusc,  owiiiK  to  the  chanKOs  i 
airangeiiient  <if  tlic  vessels  dcscrilii 
part   of  this  elmiiter. 

On  the  ciKlith  d:iy  tlic  circiilal 
and  left  ventricles  arc  conii>letel.' 
puni])s  the  lilood  info  the  pidni(iii;i 
aortic  tiunk,  Tlie  carotid  arlorif> 
aortic  ar<-h  and  e<,uvev  the  I.Io.kI  ti 


yolk-sac,  owing  to  the  slight 

development  of  the   vessels 

of  the  embryo  at  this   time; 

and    that   the  blood    of   the 

embryo     itself     cannot      \k 

highly  venous  owing  to    the 

shortne.ss  of  the  ein-uit  and 

the  delicate    nature    of    the 

t,  i>ermit  ilirect  acces.s  of  oxygen. 

ic  circidation  enters  on  a  second 

tlic  structure  of  the  heart   and 

■ibed  in  detail  in  the  preceiling 


.m  is  as  follows:  The  right 
separate,  and  the  former 
y  trunk,  the  latter  into  the 
arisi'  from  the  base  of  ijie 
the  head,  and  also,  l)y  wav 


of  the  SI 
The  left 


c  aivh  h; 


the  walls 
<  disappci 


if  tlic  thorax  and  to  the  w 
red,  and  the  right  arch  is  i 
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tinuous  with  the  dorsal  aorta.  The  pulmonary  trunk  divides  into 
right  and  left  arches  from  which  the  small  pulmonary  artery  is 
given  off  on  each  side,  and  the  arch  is  continued  without  per- 
ceptible diminution  in  size  as  the  ductus  Botalli  (ductus  arteri- 
osus) to  the  dorsal  aorta.  Thus  the  greater  quantity  of  blood 
pumped  by  both  sides  of  the  heart  passes  into  the  dorsal  aorta 
by  way  of  the  right  aortic  arch,  and  the  right  and  left  ductus 
Botalli;  but  part  of  the  blood  from  the  left  ventricle  passes  into 
the  carotids.  The  main  branches  of  the  dorsal  aorta  are  (1) 
coeliac,  distributed  to  stomach  and  liver  mainly,  (2)  omphalo- 
mesenteric to  the  yolk-sac  and  mesentery,  (3)  right  and  left 
umbilical  arteries  (of  which  the  left  is  much  more  important,  the 
right  soon  disappearing),  to  the  allantois  and  leg,  (4)  segmental 
arteries  to  the  body-wall,  (5)  the  caudal  arteries. 

The  anterior  venae  cavae  (former  ducts  of  Cuvier)  return  the 
blood  fn)m  the  head,  wing,  and  walls  of  the  thorax  to  the  right 
auricle;  but  owing  to  the  formation  of  the  sinus  septum,  the  left 
vena  cava  opens  directly  into  the  right  auricle  to  the  left  of  the 
sinus  valves,  and  the  right  one,  also  independently,  to  the  right  of 
the  sinus  valves.  The  proximal  portion  of  the  vena  cava 
inferior  is  the  original  meatus  venosus,  and  it  receives  the 
right  and  left  hepatic  veins,  the  last  of  which  receives  all  the 
blood  from  the  allantois  through  the  umbilical  vein  (original 
left). 

There  is  also  an  hepatic  portal  and  a  renal  portal  circulation. 
The  hepatic  portal  system  is  supplied  with  blood  mainly  from 
the  yolk-sac,  but  also  from  the  veins  of  the  alimentary  canal  by 
the  mesenteric  vein;  the  latter  is  a  relatively  unimportant  vessel 
at  eight  days,  but  grows  in  importance  and  becomes  the  entire 
hepatic  portal  vein  after  absorption  of  the  yolknsac.  The  hepatic 
portal  vein  branches  within  the  liver  into  a  system  of  capillaries 
which  reunite  to  form  the  right  and  left  hepatic  veins.  Thus 
all  the  absorbed  nutrient  material  passes  through  the  capillaries 
of  the  liver,  where  certain  constituents  are  no  doubt  acted  on 
in  some  iniix)rtant,  but  little  understood,  way. 

The  renal  jx)rtal  circulation  persists  through  the  period  of 
functional  activity  of  the  mesonephros.  The  afferent  vein  is 
tlie  iK)storior  cardinal  which  is  supplied  by  the  segmental  veins 
and  the  veins  of  the  leg  and  tail.  The  blood  flows  through  the 
capillaries  of  the  mesonephn)s  into  the  subcardinal  veins,  and 
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Fio.  216.  —  Diagram  of  the  relations  of  tlic  main  splanchnic  blood  vesaclfl 
on  the  HJTth  day  of  incubation. 
A.  C,  Coeliac  artery.  Adv.,  Vena  advehens.  All.,  Allantois.  A.  m.,  Mes- 
enteric artery.  Ao,,  Aorta.  A.  o.  m.,  Omphalomewnteric  artery.  A.  p., 
Pulmonary  artery.  A.  sc..  Sciatic  arte^.  A.  u.  d,.  Kight  umbilical  artery. 
A.  u.  a.,  Left  umtiilical  artery.  A.  V.,  Vitelline  arteries.  Car.  int.,  Internal 
carotid.  Car.  ext.,  Extemat  carotid.  CI.,  Cloaca.  D.  a.,  Ductus  arteriosus. 
D.  v.,  Ductus  (meatus)  venosus.  Int.,  Intestine.  J.  e,.  External  jugular 
vein.  J.  i.,  Internal  juf;ulnr  vein.  Li.,  Liver.  Scl.,  Subclavian  artery.  V. 
c.  a.,  Anterior  vena  cava.  V.  o.  i.,  Inferior  Vena  cava.  V.  c.  p.,  Posterior 
cardinal  vein.  V.  m.,  Mesenteric  vein.  V.  o.  m.,  Omphalomesenteric  vein. 
Vp.,  Pulmonary  vein.  V.  a't,  Subcaidinal  vein.  V.  s'cl,,  Subclavian  vein. 
V.  u.  (s.),  Umbilical  vein  (left).  V.  V..  Vitelline  vein.  W.  B..  Wolfflaa 
body.     Y.  S.,  Yolk-sac.     Y.  St.,  Yolk-stalk. 
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hence  to  the  vena  cava  inferior.  With  the  degeneration  of  the 
mesonephros,  the  subcardinals  disappear  in  large  part  and  the 
postcardinals  then  empty  directly  into  the  vena  cava  inferior 
by  way  of  the  renal  veins,  which  have  formed  in  the  meantime. 
The  embryonic  renal  portal  system  of  birds  is  similar  in  all  essen- 
tial respects  to  the  permanent  system  of  amphibia  and  consti- 
tutes a  striking  example  of  recapitulation.  The  left  auricle  of 
the  heart  receives  the  small  pulmonary  veins. 

Thus  practically  all  of  the  blood  is  returned  to  the  right  auricle 
of  the  heart;  a  considerable  part  of  it  is  diverted  into  the  left 
auricle  through  the  foramina  in  the  septum  atriorum,  and  thus 
the  blood  reaches  both  ventricles.  Complete  systems  of  valves 
prevent  its  regurgitation  in  any  direction. 

It  is  an  interesting  question  to  what  extent  the  different  kinds 
of  blood  received  by  the  right  auricle  remain  separate  and  receive 
special  distribution  through  the  body.  The  blood  poured  in  by 
the  anterior  venae  cavae  is  purely  venous,  and  it  seems  probable 
from  the  arrangement  of  the  sinus  valves  that  it  passes  into  the 
ventricle  of  the  same  side,  and  so  into  the  pulmonary  arch  and 
through  the  ductus  Botalli  into  the  dorsal  aorta,  and  thus  in  part 
at  least  to  the  allantois  where  it  is  oxygenated.  The  blood  coming 
in  through  the  posterior  vena  cava  is  purified  and  rich  in  nutrition, 
for  part  of  it  comes  from  the  allantois,  where  it  has  been  oxygen- 
ated, and  part  has  passed  through  the  renal  portal  circulation, 
where,  no  doubt,  it  has  been  purified  of  nitrogenous  excretory 
matter,  and  the  remainder  is  mostly  from  the  yolk-sac  and  hence 
laden  with  nutrition.  This  blood  appears  to  be  diverted  through 
the  foramen  of  the  septum  atriorum  into  the  left  auricle,  and 
thence  to  the  left  ventricle,  and  so  out  into  the  carotids  and 
aortic  arch.  It  would  seem,  therefore,  to  l^  reasonably  certain 
that  the  carotids  receive  the  purest  and  most  nutritious  blood, 
for  the  blood  in  the  dorsal  aorta  is  mixed  with  the  blood  from 
the  right  ventricle.  Thei^e  can  be  no  reasonable  doubt  that  the 
heart  is  a  more  effective  organ  for  separate  and  effective  distribu- 
tion of  the  various  kinds  of  blood  received  by  it  than  this  account 
would  indicate.  But  further  investigation  is  necessary  to  deter- 
mine in  what  ways  and  to  what  extent  this  takes  place. 

At  the  time  of  hatching  the  following  changes  take  place: 
the  umbilical  arteries  and  vein  are  obliterated  in  the  allantois, 
owing  to  drying  up  of  the  latter;  their  stems  remaining  as  relatively 
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insignificant  vessels.  The  \'eins  of  the  yoIk-sjM*  likewise  i&njw 
pear.  The  ductus  arteriosus  (Botalli)  is  obliterated  on  hotii 
sides,  and  becomes  a  solid  cord  uniting  the  pulnxinair  jateiies 
and  arch  of  the  aorta.  Thus  the  blood  from  the  right  ventricle 
is  driven  into  the  lungs,  and  the  piilmonan*  arten*  enlarges. 
The  foramina  in  the  septum  atriorium  gradually  close,  and  so  a 
complete  double  circulation  is  established.  The  right  auricle 
receives  all  the  systemic  (venous  blood),  which  is  then  driven 
through  the  lungs  by  way  of  the  pulmonary-  arten%  and  returned 
in  an  oxygenated  condition  through  the  pulmonary'  \^ins  to 
the  left  auricle;  thence  to  the  left  ventricle  and  out  through  the 
aorta  into  the  systemic  circulation  again. 


CHAPTER  XIII 

THE  URINOGENITAL  SYSTEM 

The  history  of  the  pronephros  and  the  origin  of  the   meso- 
nephros  have  been  already  described  (Chap.  V).     We  have  now 
to  consider   (1)  the  later  history  of  the  mesonephros,    (2)  the 
development  of  the  metanephros  or  permanent  kidney,  (3)   the 
development  of  the  reproductive  organs  and  their  ducts,    and 
(4)  the  development  of  the  suprarenals.     All  these  organs  form 
an  embryological  unit,  by  virtue  of  their  mode  of  origin  and  their 
interrelations.     Thus  we  find  that  the  intermediate  cell-mass  is 
significant  for  the  development  of  all :  its  growth  causes  the  forma- 
tion of  the  Wolffian  body,  on  the  median  face  of  which  the  gonads 
arise.     The  secreting  tubules  and  renal  corpuscles  of  the  perma- 
nent kidney  are  also  derivatives  of  the  intermediate  cell-mass. 
The  Wolffian  duct  is  derived  from  the  same  source,  and  by  change 
of  function  becomes  the  vas  deferens,  after  Cunctioning  for  a  while 
as  the  excretory  duct  of  the  mesonephros.     Certain  parts  of  the 
mesonephros  also  enter  into  the  construction  of  the  testis.     And 
the   Miillerian  duct,  which  forms  the  oviduct  of  the  female,  is 
derived  from  the  epithehuni  covering  the  Wolffian  body. 

I.     The  Later  History  of  the  Mesonephros 

In  Chapter  VI  we  traced  the  origin  of  the  nephrogenous 
tissue,  and  the  differentiation  of  the  first  mesonephric  tubules 
within  it.  We  saw  that  in  each  of  the  segments  concerned  a 
number  of  balls  of  colls  arises  by  condensation  within  the  neph- 
rogenous tissue,  and  that  these  become  converted  into  vesicles. 
We  saw  also  that  each  vesicle  sends  out  a  tubular  sprout  from 
its  lateral  side  to  the  Wolfiian  duct,  with  which  it  unites;  and 
that  its  median  face  becomes  converted  into  a  renal  corpuscle. 
These  processes  take  place  sucessively  in  antero-ix)sterior  order 
within  the  somites  concerned,  so  that  a  series  of  stages  in  the 
development  of  the  tubules  may  be  studied  in  the  same  embryo. 
Moreover,  all  the  tubules  of  ji  given  somite  do  not  develop  sinud- 
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taneously:  primary  tubules  are  formed  in  each  somite  from  the 
most  ventral  portion  of  tlie  nephrogenous  tissue;  then  secondary 
tubules  later  from  an  intermediate  portion,  and  tertiary  tubules 
later  yet  from  the  dorsal  portion. 

Fig.  217  represents  a  transverse  section  through  the  middle 


Fin.  217.  —  Tmnuverse  section  throiifrh  ttio  middle  of  the 
Wolffian  IxMly  of  a  chick  embryo  of  96  hours. 
Ao.,  Aorta.  Coel.,  Coelonic.  Col.  T.,  CoUwiing  tubule. 
Glom.,  GlomeniluB.  j^rm.  Ep.,  Germinal  epitlieliiim,  M's't., 
Heapnlcry.  n.  t.,  Nephrogenous  tissue.  T.  1, 2,  3,  Prinwry, 
Berondary,  and  tertiary  ineaonephrio  tubules.  V.  c.  p.,  Poa- 
lerior  canlituJ  ve 


iary  iiieaonephrio  tubules. 
.     W.  D.,  Wolffiau  duct. 


of  the  Wolffian  liody  at  the  stage  of  ninety-six  hours,  showing  a 
primary,  secondan,-,  and  tertiary  tubule.  The  primiiry  tubule 
is  typically  differentiated;  the  secondary  has  formed  the  secreting 
tubule  and  the  rudiment  of  the  renal  corpuscle,  but  the  tubule 
docs  not  yet  open  into  the  Wolffian  duct,  though  it  is  connected 
with  it;  the  tertiary  tubule  is  still  in  the  vesicular  stage.  Some 
un<lifferentiated  nephrogenous  tissue  remains  above  the  rudi- 
ment of  the  tertiary  tubale,  which  makes  it  poi^ible  that  quar- 
temarj-  tubules  may  be  formed  later. 

Referring  still  to  the  same  figure,  it  will  be  noted  that  the 
Wulffian  duct  itself  has  formed  a  considerable  evagination  dorso- 
medially  (collecting  tubule),  with  which  both  secondary  and 
tertiary  tubules  are  sRsociated  as  well  as  the  undifferentiated 
nephrogenous  tissue.  Similar  evaginations  are  formed  along 
the  entire  length  of  the  functional  portion  of  the  niesonephros. 
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Figs.  218  and  219  illustrate  the  form  of  these  evaginations  in 
duck  embryos  of  40  and  50  somites  respectively,  as  they  appear 
in  reconstructions  of  the  posterior  portion  of  the  mesonephros. 
It  will  be  seen  that  they  gradually 
form  sacs  opening  into  the  Wolffian 
duct.  Subsequently,  by  elongating, 
these  sacs  form  collecting  tubules 
that  gather  up  the  secretions  of  the 
mesonephric  tubules  proper  and  con- 
duct them  to  the  Wolffian  duct. 
These  conducting  tubules  are  stated 
to  branch  more  or  less;  it  is  also 
said  that  they  are  more  highly  de- 
veloped in  the  duck  than  in  the  chick. 
Felix  proposes  to  call  them  meso- 
nephric ureters. 

In  the  case  of  the  secondary  and 
tertiary  tubules,  three  parts  may  be 
distinguished:  parts  one  and  two  (de- 
is^  -..■III  rive<l  from  the  nephrogenous  tissue) 

p?7  are  the  renal  corpuscle  and  secreting 

tubule  respectively;  the  third  part  is 
the   collecting    tubule    derived     by 
f¥U4d.         evagination  from  the  Wolffian  duct. 
r  111  the  cii.se  of  the  primary  tubulers. 

f'gJHC.  !i   conducting    part    appears     to     l^e 

formed  secondarily,  though  in  what 
way  is  not  clear. 
C"  The    formation   of    new    tubides 

ceases  on  the  fifth  day,  all  the  ne- 
phrogenous tissue  being  then  u:^ed 
up.  I'p  to  the  eighth  day  at  lea.^t 
the  tubules  grow  rapidly  in  length 
and  become  more  differentiated.  The 
result  is  a  relatively  enormous  pro- 
trusion into  the  body-cavity  on  each 
Mi<le  of  the  dorsal  mesentery.  De- 
generation of  the  tubules  sets  in 
about  (he  tenth  or  eleventh  day.s, 
and  the  tissue  is  gradually  alworlied; 


THE  URIXOGENITAL  SYSTEM  381 

this  process  extends  over  the  whole  of  the  latter  period  of  incu- 
bation, and  is  completed  at  hatching.  Parts,  however,  remain 
in  the  male  in  connection  with  the  testis;  non-functional  remnants 
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Fio,  ^19.  —  Profile  reconstruction  of  p«rt  of  the 

mewinephroa  and  diverticulum  of  the  ureter  of 

aduckembryoofSOsomites.  (After  Schreiner.) 

CI.,  Clooca.     Int.,  Intestine.     Mn.  T.,  Meio- 

nephric  tubules,     n.  T,,  Nephrofccnous   tissue. 

Ur.,  I'reter,     W.  D..  Wolffian  duct. 

XXXH.  XXXIII,  XXXIV,  Somites  of  the 

may  also  W  detected  in  the  female  (p.  401).  It  is  difficult  to 
state  the  exact  period  of  beginninR  and  cessation  of  function  of 
tho  nicsonephric  tubules.      Judging  from  the  histological  appear- 

Fm.  2IS.  —  Profilp  rwonKtniction  of  part  of  the  Wolffian  duct  and  primordia 
of  nipaincphrip  tubules   (representtil   by  circloc)  of  a  itnek  embryo  of  45 
somiti'M.     (.\tler  Sohreincr.) 
XXIV,  XXV.  etr..  {inRilion  of  the  corres|iondinK  wimites.     Lines  IMA, 

IH  11.  114(',  reprcrienl  the  positions  of  the  Herliona  aliown  in  these  fifcures. 
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ances,  however  it  is  probable  that  secretion  begins  in  the  tubules 
on  the  fifth  day  and  increases  in  amount  up  to  the  eJeventh  day 
at  least,  when  signs  of  degeneration  become  numerous  Presuma- 
bly the  functional  activity  diminishes  from  this  stage  on,  being 
replaced  by  the  secretion  of  the  permanent  kidney 


Km,   220,  —  TriinsvtTsc  a'l'lion   Itiroiiph   the   mcsonephros 
iiral  iH'lRlilioriiig  [iiirts  of  a  fi-ilay  chick,  in  the  region  of 

Ai>.,A,.rta.  1)1.  V.,  BIoihI  vcsst-U  (sinuaoidH).  Cnps..  Cap- 
sule iif  rt-Tiiil  <-ur]nisi-li'.  Ciwl.,  ('(M'Imiur.  col.  T.,  Collertinfc 
Iil1>iiIc.  1).,  Dorsiil.  Ciz,.  (iizzim).  (ilom.,  fllomtrulus. 
(!im..  (ioiiHri.  I..,I.i>ft.  S|)l..  S).lccii.  Sr.C,  Cortical  sub- 
stiiiici'  <.f  ihL-  siii.nir.'iiiil,  s.  1.,  Si-rctinir  tiiluilc.  T.  R., 
TiLlwil  ridci-.  v..  Vi-iiiri.l.  V.  c.  11.,  l'..sl.Ti<ir  canlinal  vein 
V-  s-c.  1.,  Lcfl  .■^iil>c:iri!iii:,l  vciti.     \V.  D.,  Wolffiiin  duct. 

FiRs.  '2'20  iind  221  ifpreseiit  se('tiini;5  through  the  mesoncphnxf 
on  the  sixth  anil  pIkIiIIi  liavs  re.-iix-ctively  (see  also  I'jg.  222, 
eleven  davs).  The  rrriul  cniijiisi'los  show  the  typical  ca[>sule 
and  f;li)iiicruh!s.  and  relation  to  the  scrretint;  tiilnilcs.  The  lattpr 
arc  consiiierably  convoluted  on  the  sixth  day,  mni-h  more  so  on 
the  cighlli  day.  The  condiK-tinj;  tnliiiles  ran  usually  !«  distin- 
guished by  their  smaller  calilx'r  and  thinner  walls.     The  Wolffian 
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duct  is  Bitiiftted  near  the  dorso-latcral  edge  of  the  meaonephros, 
and  the  opeiiinf;  of  a  collecting  tubule  into  it  is  shown  iu  Figure 
220.  The  renal  corpviacles  are  situated  next  the  median  fare  of 
the  Wolffian  body.     The  space  ijetween  the  tubules  is  occupied 
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Fic    221.  —  Transvcrai-    section    through    the    metunephros,    mpBonpphnNi, 
gonadx  and  neighboring  parts  of  an  8-<iay  chirk. 

Blooil   vewels   (siniiBoi<b).     B.   W,.    Bocly-wall.     col.   T.   M'i'n., 


nty-firat  spinal  ganglioi 


almost  entirely  by  a  wide  vascular  network  of  sinusoidal  char- 
acter; that  is.  the  endothelial  walls  of  the  vessels  are  moulded 
directly  on  the  basement  membrane  of  the  tubules  without  any 
intervening  connective  tUsue.  The  circulation  is  de8cril»ed  in  the 
chapter  on  the  vascular  system. 


384  THE  DEVELOPMENT  OF  THE  CHICK 

II.    The  Development  of  the  Metanephros  or  Permanent 

Kidney 

The  metanephros  or  permanent  kidney  supplants  the  meso- 
nephros  in  the  course  of  development.  It  is  derived  from  two 
distinct  embryonic  primordial  (1)  the  nephrogenous  tissue  of 
the  two  or  three  posterior  somites  of  the  trunk  (31  or  32  to  33), 
which  furnish  the  material  out  of  which  the  renal  corpuscles 
and  secreting  tubules  develop;  and  (2)  a  diverticulum  of  the 
posterior  portion  of  the  Wolffian  duct  (Fig.  219),  which  develops 
by  branching  into  the  collecting  tubules  and  definitive  ureter. 
The  development  of  the  kidney  takes  place  in  a  mass  of  mesen- 
chyme, known  as  the  outer  zone  of  the  metanephrogenous  tissue, 
that  furnishes  the  capsule  and  connective  tissue  elements  of 
the  definitive  kidney,  inw^hich  also  the  vascular  supply  is  developed 
(Figs.  221  and  222).  The  cortical  tubules  of  the  kidney  are 
thus  derived  mainly  from  the  nephrogenous  tissue,  and  the  medul- 
lary tubules  and  ureter  from  the  metanephric  diverticulum. 

Thus  the  definitive  kidney  is  analogous  in  mode  of  develop- 
ment to  the  mesonephros,  and  is  best  interpreted  as  its  serial 
homologue.  This  point  of  view  may  be  regarded  as  definitely 
established  by  the  work  of  Schreiner,  to  w^hich  the  reader  is  re- 
ferred for  a  full  account  of  the  history'  of  the  subject. 

The  metanephric  diverticulum,  or  primordium  of  the  ureter 
and  collecting  tubules,  arises  about  the  end  of  the  fourth  day  as 
a  rather  broad  diverticulum  of  the  Wolffian  duct  at  the  convexity 
of  its  terminal  bend  to  the  cloaca  (Fig.  219).  It  grows  out 
dorsally,  forming  a  little  sac,  which,  however,  soon  begins  to  grow 
forward  median  to  the  posterior  cardinal  vein  and  dorsal  to  the 
mesonephros  (Fig.  224);  by  the  end  of  the  fifth  day  its  anterior 
end  has  reached  the  level  of  the  ciecjil  apjjendages  of  the  intes- 
tine, and  on  the  eighth  day  its  anterior  end  has  reached  its  defin- 
itive position  at  the  level  of  the  vena  cava  inferior,  near  to  the 
anterior  end  of  the  mesonephros  (twenty-first  definitive  somite  or 
twenty-fifth  of  the  entire  series;  cf.  Fig.  150). 

It  should  be  noted  that  the  metanephric  diverticulum  is  similar 
in  its  mode  of  origin  to  the  so-called  mesonephric  ureters.  It 
may  in  fact  be  regarded  as  the  posterior  menil)er  of  this  series, 
but  it  is  sej)arated  from  those  that  form  the  collecting  tubides  of 
the  mesonephros  by  at  least  two  somites  in  which  no  diverticula 
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of  the  mesonephrtJS  are  formed  {Fig.  219).  During  its  growth 
forward  a  series  of  small  diverticula  arise  from  ita  wall  and  extend 
dorsally  (Fig.  223);  these  branch  secondarily  in  a  generally  dichot^ 


Fio.  222.  —  Transverse  section  through  the  melanepliroi', 
gonads  ami  nei);h1>oring;  structures  of  an  U-dny  male  chick, 
a.  A,  S,.  AUiomiiial  air-sac.  Ac,  Aorta.  B.  W.,  Body-wall,  Coel.,  Coe- 
loiiip.  (ii«.,  Giijuird.  II.,  Ilium.  M.  D.,  Remains  of  dejteneraling  Miillprian 
duet.  M's't.,  Mf^Hpnlvry.  H't'n.,  Hctnnephros.  Sp,,  i^pinc  of  neural  arch. 
Ir.  Vr.,  Transverse  process  of  the  neural  arch.  V.  c.  i.,  Vena  cava  inferior. 
W.  D.,  Wolffian  duct.    Other  abbreviations  as  bpforc. 
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FK!.  'iX.i.  —  IVifiW  rwMiistniDiiin  iif  thr  Wolffian 
iliirl  aihl  {vrinionliiim  of  the  t))rtanpphTas  of  a 
rhirk  nnlim>  .if  ti  i)a;i's  an<I   S  fai>urs.     lAft^r 

XXV  lo  XXXIIl.  twonty-fiftl)  l..  thirtv-thmi 
«niiii<<«.  Al  X.,  X.-pk  of  alUnirtis.  C\..  ilivica. 
Iiil  ,  Imosiiw.  M'sn.,  Nciim-chn^s.  n.  T., 
Xoi>hn<iMii>»i»  tiniiH'  .rf  iho  niciatn-i'hiwi  incliiilol 
mitliin  the  a.iiio.i  litips.    W,  1».  tt.^lifiaa  duct. 


THE  URINOGENITAL  SYSTEM  387 

omous  manner,  and  it  is  from  them  that  the  collecting  tubules 
of  the  kidney  arise;  the  posterior  unbranched  portion  of  the  meta- 
nephric  diverticulum  represents  the  definitive  ureter. 

The  following  data  concerning  these  branches  should  be  noted: 

(1)  the  first  ones  are  formed  from  the  posterior  portion  of  the 
metanephric  diverticulum,  and  the  process  progresses  in  an 
anterior  direction.  This  is  the  reverse  direction  of  the  usual  order 
of  embryonic  differentiation,  but  the  reason  for  the  order  is  the 
same,  viz.,  that  differentiation  begins  in  the  first  formed  parts. 

(2)  A  posterior,  smaller  group  of  collecting  tubules  is  separated 
at  first  by  an  unbranched  portion  of  the  ureter  from  an  anterior 
larger  group  (Fig.  223).  The  unbranched  region  corresponds  to 
the  position  of  the  umbilical  arteries  which  cross  here.  (3)  During 
the  fifth  and  sixth  days  the  terminal  portion  of  the  Wolffian 
duct  common  to  both  mesonephros  and  metanephros  is  gradually 
drawn  into  the  cloaca,  and  thus  the  ureter  obtains  an  opening 
into  the  cloaca  independent  of  the  Wolffian  duct  and  posterior 
to  it  (Fig.  223). 

The  Nephrogenous  Tissue  of  the  Metanephros.  The  nephro- 
genous tissue  of  the  thirty-first,  thirty-second,  and  thirty-third 
somites  is  at  first  continuous  with  the  mesonephros  (Figs.  218 
and  211)),  but  on  the  fourth  and  fifth  days  that  portion  situated 
immediately  Ix^hind  the  mesonephros  degenerates,  thus  leading 
to  a  complete  separation  of  the  most  posterior  portion  situated 
in  the  neighborhood  of  the  metanephric  diverticulum.  This  con- 
stitutes the  metanephrogenous  tissue  proper  (inner  zone).  It  is 
imj)ortant  to  understand  thon)ughly  its  relations  to  the  metane- 
phric diverticulum.  This  is  indicated  in  Fig.  219,  which  repre- 
sents a  graphic  reconstruction  of  these  parts  in  a  duck  embrj'O 
of  50  somites.  It  will  be  seen  that  the  metanephrogenous  tissue 
covers  nearly  the  entire  metanephric  diverticulum;  a  transverse 
section  (Fig.  224)  shows  that  it  lies  on  its  median  side.  The 
outer  dotted  line  (Fig.  219)  gives  the  contour  of  a  dense  portion 
of  mesenchyme  related  to  the  diverticulum  and  nephrogenous 
tissue  pr(){x»r.  In  section  this  forms  a  rather  ill-defined  area 
shading  into  the  nephrogenous  tissue  on  the  one  hand  and  into 
the  surrounding  mesenchyme  on  the  other. 

V\<r.  224  shows  the  relations  of  the  three  constituent  elements 
of  tlic  kidncv  at  the  end  of  the  fifth  dav,  as  seen  in  a  transverse 
section.     The  metanephric  diverticulum  lies  on  the  median  side 
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of  the  cardinal  ^■ein.  and  is  in  contact,  on  its  median  face, 
the  i>ro))er  neph  rope  nous  tissue  (inner  zone):  the  latter  s 
into  the  outer  zone,  the  cells  of  which  are  arranged  concenti 
with  reference  to  the  other  parts.  The  relations  siil>!<eqi 
estahlished  may  lie  summarized  in  a  few  words;  the  inner 
of  tUsiie  prows  and  branches  pari  jxissu  with  the  growtl 
hrnnchinp  of  the  nietanephric  di\^rticulum,  so  that  the  ter 
tion  of  everj'  collecting  tubule  is  accompanied  by  a   jwrti 


A.  mill...  r(iil.itL.-ii!  iirlrrv.  (•<M.l.,OH'lom.-. 
MVt.,  Mi'-riit.'rv.  M.  t .  i.  /..  I1111.T  r.<m<'  «f  tl.f 
..■■,.lir<.w,i...>,sti.-M...     ,.,T.......Ih.r..rz.m<...f 

1I. l.|ir.«cl...U.^ti,<,i,-.     rr..rr.-t.T.     \.c.i... 

ri.sliTH.r  i-iinliiiiil  viri.     W,  U„  Hulffiiin  <\wi. 

ih,-  itiiur  xuii.',  uliirli  is.  howcvor,  :ihv:ivs  distinct  fr.nii  it. 
cn.-luMnii  is  cMMJilishcd  l.y  tli.-  fact  tb:it  firm  the  st;ii-t  thi- 
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itmv  Ih-  mjccl  c..iitiiiu..u>lv  lhr.ini:li  every  slape.  Th<-  r 
/one  ,iinVrciili;ilcs  in  adviUKv  of  tlic  fw.,  more  es.sciitijd 
Miliients  at  :lI1  >taL-<-.  and  tlius  |-..ini-:  a  n.tlicr  thick  invoti 


The  formation  of  the  secreting  tubules  Imiki   ilic  inner 
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1(1  sliLiiv  lii'v doping  tiilmli-s.     lAtltr  yehri-iiUT.) 

A.  N't'iiliric  vesicle  or  primonfiura  of  awrelinBlubult  (iir.  t.) 
till  pullii'liiig  tubule  (ral.  T.^ ;  9  days  and  4  tiours. 

B.  Elonication  of  nephrie  vetiiclc:  same  embryo. 

('.  Itxlienlion  of  renal   corpuscle  at  the  distal  end  of  the 
jrmiiiK  tuhule. 

IJ.  The  secretlne  tubule  appears  ft-shaped. 

E.  SocrelinK  tubule  well  formed;  9  daya  anil  21  hours. 

F.  Secreting  tubule  opening  into  collecting  tubule:  11  days. 
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of  the  metanephrogcnoiis  tissue  takes  place   in  essential! 
same  manner  as  the  formation  of  the  mesonephric  tubules 
finst  stages  may  be  found  in  seven  and  eight-day  chicks  i 
portion  of  the  kidney  behind  the  umbilical  arteries.     The 
zone  tissue  begins  to  arrange  itself  in  the  form  of  minute 
of  cells  in  inmiediate  contact  with  the  secreting  tubules;  a 
lumen  then  arises  ^lithin  the  ball,  transforming   it   into  a    1 
walleii  epithelial  vesicle  with  railially  arranged  cells.      The  v 
then  elongates  away  from  the  collecting  tubule  and  grat 
takes  on  an  S-shape.     The  distal  end  of  the  S  becomes 
verted   into    a    renal    corpuscle    as    illustrated    in    Figure 
and  the  pmximal  end  fuses  with  the  wall  of  the  collecting  tu 
an  o|x*ning  is  then  formed  l:>etween  the  two. 

On  the  eleventh  day  of  incul)ation.  secreting  tubules  are 
formed  thn>Ui:hoiu  the  entire  length  of  the  kidney;  but  the  1 
loiiical  stniriure  ii«>es  not  vet  give  the  effect  of  an  activelv  s< 
iniT  ghuui.  although  degeneration  of  the  mesonephros  has  all 
Ivgun.  Tlie  full  lievelupment  of  the  nephric  tubules  in 
chick  has  not  Iven  stUiiietl. 

At  all  stiiiies  in  its  development  the  kidney  sul>stan< 
st'parato.i  :"n>!)i  :he  nie'-onephn>s  by  a  distinct  layer  of  uiiti 
0!i:::i:<  i  !:.r-t  ::r':.y::.e.  whiih  is.  however,  at  certain  time; 
::v::.<'.\  :\.\:..  H.:  :].rz\'  :-  ::n  rvitifiu^*  that  at  any  time  v\vn 
«•:    :hi    ::.t— •:.•  ;  .."   -.    •:.   -;:.  iitTi-n-i.Tiate-i   ::ei»hr«»i:cn«>':-    ti 
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destined  to  become  male  or  female.  It  has  three  divisions: 
(1)  the  anterior  or  sexual  division,  containing  the  gonad,  involves 
about  the  anterior  half  of  the  Wolffian  body;  (2)  a  non-sexual 
region  of  the  Wolffian  body  occurs  behind  the  gonad,  and 
(3)  behind  the  Wolffian  body  itself  the  urinogenital  ridge  con- 
tains only  the  Wolffian  and  Miillerian  ducts.  A  transverse  sec- 
tion through  the  anterior  division  shows  the  following  relations 
(Fig.  221):  on  the  median  surface  the  gonad,  on  the  lateral  sur- 
face near  the  dorsal  angle  of  the  body-cavity  the  Wolffian  and 
Miillerian  ducts,  the  latter  external  and  dorsal  to  the  former: 
between  the  gonad  and  ducts  lie  the  tubules  of  the  Wolffian 
body  destined  to  degenerate  for  the  most  part. 

There  is  an  indifferent  stage  of  the  reproductive  system 
during  which  the  sex  of  the  embryo  cannot  be  determined,  either 
by  the  structure  of  the  gonad  or  the  degree  or  mode  of  develop- 
ment of  the  ducts.  In  those  embryos  that  become  males  the 
gonad  develops  into  a  testis,  the  Wolffian  duct  becomes  the  vas 
deferens,  the  tubules  of  the  anterior  part  of  the  Wolffian  body 
become  the  epididymis,  those  of  the  non-sexual  part  degenerate, 
leaving  a  nidiment  known  as  the  paradidymis,  and  the  Miillerian 
duct  becomes  rudimentary  or  disappears.  In  embryos  that  be- 
come females,  the  gonad  develops  into  an  ovary;  the  Wolffian  duct 
disappears  or  becomes  rudimentary,  the  Miillerian  duct  develops 
into  the  oviduct  on  the  left  side  and  disappears  on  the  right  side, 
and  the  tubules  of  the  Wolffian  body  degenerate,  excepting  that 
functionless  homologues  of  the  epididymis  and  paradidymis  per- 
sist, known  as  the  epoophoron  and  paroophoron  respectively. 

It  is  not  correct  to  state,  as  is  sometimes  done,  that  the 
embryo  is  primitively  hermaphrodite,  for,  though  the  ducts  char- 
acteristic of  both  sexes  develop  equally  in  all  embryos,  the  primi- 
tive gonad  is,  typically,  only  indifferent.  Nevertheless,  if  the 
gonad  be  physiologically  as  well  as  morphologically  indifferent 
in  its  primitive  condition,  the  possibility  of  an  hermaphrodite 
development  is  given.  The  primitive  embryonic  conditions 
ap|x)ar  to  furnish  a  basis  for  any  degree  of  development  of  the 
organs  of  both  sexes. 

Development  of  Ovary  and  Testis.  Indifferent  Period,  The 
reproductive  cells  of  ovar^"  and  testis  alike  arise  from  a  strip 
of  |x*ritoneal  epithelium,  known  as  the  germinal  epithelium, 
which  is  differentiated  on  the  fourth  day  by  its  greater  thickness 


392  THE  DE\TajOPME\T  OF  THE  CHICK 

and  absence  of  a  basement  membrane  from  the  adjacent  peri- 
toneum (Fig.  217).  The  germinal  epithelium  lies  between  the 
base  of  the  mesentery  and  the  mesonephnos  at  first,  but  as  the 
latter  grows  and  projects  into  the  body-camy  the  germinal 
epithelium  is  drawn  on  to  its  median  surface.  It  is  difficult  to 
determine  its  antero-posterior  extent  in  eariy  stages:  it  begins 
near  the  point  of  origin  of  the  omphalomesenteric  arteries,  and 
its  posterior  termination  is  indefinite,  but  it  certainly  extends 
o\"er  se\"en  or  eight  somites. 

Two  kinds  of  cells  are  found  in  the  germinal  efMthelium,  ^nz., 
the  oniinar\-  peritoneal  cells  and  primitive  ova.  The  latter  are 
typically  round,  and  se\"eral  times  as  large  as  the  peritoneal 
cells  I  Figs.  226  and  227):  the  CN-toplasm  is  clear  and  the  nucleus 
contains  one  or  two  nucleoli;  they  are  sharply  distinguishable 
from  the  peritoneal  cells  in  most  cases,  and  they  may  be  traced 
through  a  continuous  series  of  later  developmental  stages  into 
the  ova  ami  spermatozoa.  The  origin  of  these  primitive  ova  is 
therefore  a  matter  of  considerable  interest. 

Two  views  have  been  held:  (1)  that  they  are  derived  from 
the  jvritoryeal  cells,  and  (2»  that  they  ha\"e  an  independent  historv" 
antei*e  ion:  to  \he  differentiation  of  a  germinal  epithelium,  repre- 
ss r.tir.i:  :::  rVi/!  'in-iinerentiated  embnonic  celt  that  reach  the 
iir^rrr.. ::.;.'.  er::''.tf //iir.  bv  mieraiion  from  their  origintil  source.  In 
<Mp>  r:  '  :  ::>:  "-:;*:tr  hy>  thesis  the  oViservations  of  Hofin^.ann  may 
tx  V  ::<  i.  '^  :.:. <  :"  ir.  :  -!'.<  in-iistin^iiishable  from  p^:miti^-e  ova 
::.  o:v/:r\  <  /:  tl.v::.:-.:  •:';-.  Sterna  para-ii^ea.  aii'l  Galliniila.  at 
a  sT^i^e  :"  '->  -  :r.:*c-.  e:r:V  i  :e-i  in  the  nies«».ierni.  riiesenchyme. 
an:  t  .vn  :;\t  t :::  ivrn:  «'f  :he  <p;anchnnp'e::re.  S=^  also  X';ss- 
lann.  '  •''  Tr:;:>:::''!:a!  otlls  wene  n«»t  found.  On  the  other 
I. a:.  :  .:.  :  .t  cvrv.::...  t  titr.r.i 'ni  :t<<^I:.  transitional  <tai:es  f^tween 
t:.i    ::;::.::  ^^   .  .  .^  :.::  ;  :ho  •  riinarv  i^eritoneal  cells  a!V  freoiient 
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•n    !:;:<:    -::;cts     S  ::\"n  .     The   enihrvos   of   bir^is   are   not    well 
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intUEferent  gonail,  viz.,  tlie  stroma  cells  and  the  sexual  cords 
(segmental  or  genital  cords).  The  stroma  is  formed  from  mewn- 
chyme  situated  internal  to  the  germinal  epithelium.  It  is  a 
very  narrow  layer  at  first,  an<I  is  formed,  in  part  at  least,  hy  pro- 
liferation of  the  germinal  epithelium  itself,  in  the  same  manner 
as  mesenchyme  is  formed  elsewhere  by  proliferation  from  the 
mesoderm.     The  stroma  of  the  gonad  is  separated  from  the  tubules 


Fio.  22ti.  — Cni4s..srptioii  throiiRh  the  fn^nilnl  firinionliuni  i 
cephola.     (After  Hoffmann,  from  Felix  and  Bilhler.) 
The  stage  ia  aimilar  to  that  nf  a  chick  embryo  of  4)  days. 


S.   C ,    SpxubI    cords. 


of  the  Wolffian  Iwdy  by  the  numerous  blood-vessels  on  the  me- 
dian as|)ect  of  the  latter.  Up  to  the  middle  of  the  laeriod  of 
incubation,  and  a  little  later,"  it  is  extremely  sparse;  it  increases 
Bubsequenlly  as  a  result  of  ingrowth  of  the  blood-vessels  and 
Mcompanying  connective  tissue. 
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The  sexual  cords  appear  within  the  gonad  on  the  fifth  d 
they  are  solid  cords  of  epithelial  cells  that  fill  up  the  inte 
of  the  gonad  and  cause  it  to  protrude  from  the  surface  of 
Wolffian  body  (Fig.  226);  the  cords  extend  from  the  germi 
epithelium,  with  which  they  may  be  in  contact,  towards  the  hil 
of  the  gonad   (represented  at  this  time  by  the   broad  surf 
opposed  to  the  Wolffian  body),  and  into  the  Wolffian  body  wh 
they  enter  into  close  connection  with  the  renal  corpuscles, 
the  Wolffian  body  and  intermediate  zone  they  are  ver>^  irregt 
in  their  course  and  connected  by  numerous  anastomoses,  coi 
sponding  to  the  rete  region  of  the  future  testis.     Strands  of  th 
cells  pass  dorsally,  and,  according  to  some  authors,    form 
cortical  cords  of  the  suprarenal  capsules  (Fig.  226). 

The  following  views  of  the  origin  of  the  sexual  cords  in  bi 
have  been  held:  (1)  That  they  arise  as  outgrowths  of  the  capsu 
of  renal  corpuscles  (Hoffmann,  Semon)  and  the  neck  of 
Wolffian  tubules  also  (Semon);  (2)  that  they  are  ingrowths 
the  germinal  epithelium  (Janosik);  (3)  that  they  diflferenti; 
from  the  stroma  (Prenant).  The  subject  is  a  somewhat  diffic 
and  complicated  one,  but  the  view  that  the  sexual  cords  ar 
as  outgrowths  of  the  capsules  of  renal  corpuscles  appeare  to 
the  l^e.st  substantiated,  and  brings  the  birds  into  line,  in  t 
respect,  with  the  reptiles  and  amphibia.  Hoffmann's  obser^ 
tion  that  tlic  sexual  cords  lie  at  first  on  the  lateral  side  of  t 
blood-vessels  intervening!;  between  the  germinal  epithelium  a 
j  the   Wolffian   body,   and   that  the  cells  of  the  sexual  cords   i 

directly  continuous  with  those  of  the  capsules,  should  \ye  cc 
elusive.  If  the  cords  arose  from  the  germinal  epithelium  a 
grew  secondarily  through  the  stroma  into  the  Wolffian  boci 
there  should  he  a  sta^iie  when  thev  occur  exclusivelv  median 
the  l)loo(l-vcssels  intorvenin<r  between  the  germinal  epitheliu 
and  the  Wolffian  body;  but  such  does  not  ap{x^ar  to  be  the  ca> 
The  relation  of  the  sexual  cords  to  renal  corpuscles,  gerniin 
epithelium,  and  suprarenal  capsules  in  Liniosa  iegocephala  is  Wf 
shown  in  Fi<j:.  22(). 

Scxiidl  Diffcrcntiatio?}.  The  }x^riod  of  morphological  indiffe 
ence  of  the  gonad  is  rclativc^ly  lon«r  and  the  actual  semlifl^iffe 
entiation  ap|K\irs  slowly.     It  manif  f  (1)  in 

the  behavior  of  the  germinal  epit  "»f  the 

(3)  larger  size  of  the  left  ovary  ar  Dpi 


THE  URINOGENITAL  SYSTEM  395 

right  one;  (4)  behavior  of  the  stroma,  particularly  the  albuginea. 
According  to  Semon  the  nature  of  the  gonad  may  be  detected  on 
the  fifth,  or,  at  the  latest,  on  the  sixth  day,  by  the  fact  that  the 
right  ovary  is  already  much  smaller  than  the  left,  owing  to  the 
more  rapid  growth  of  the  latter.  Although  the  right  testis 
frequently  develops  more  slowly  than  the  left,  the  difference  is 
not  so  great  as  in  the  case  of  the  ovary.  In  Grallatores  and  Nata- 
tores,  according  to  Hoffmann,  retrogression  of  the  right  ovary 
does  not  begin  until  shortly  before  hatching. 

Histological  differentiation  manifests  itself  first  in  the  ger- 
minal epithelium  and  sexual  cords.  In  the  males  the  germinal 
epithelium  never  attains  as  great  thickness  as  in  the  females, 
and  the  sexual  cords  are  much  better  developed  and  the  stroma 
therefore  less  abundant  than  in  the  females.  It  is  impossible 
to  tell  from  the  literature  just  how  early  these  differentiating 
characters  become  decisive;  but  it  is  between  the  sixth  and 
eighth  days. 

Development  of  the  Testis.  We  have  seen  that,  during  the 
indifferent  period,  the  primitive  ova  multiply  in  the  germinal 
epithelium;  small  groups  may  thus  be  formed,  and  such  groups, 
or  single  primitive  ova,  soon  appear  in  the  stroma  and  in  the 
sexual  cords  (Fig.  227).  Their  appearance  in  these  situations 
is  attributed  to  migration,  and  not  neo-formation  in  situ  for 
the  following  reasons:  (1)  The  primitive  ova  are  found  in  the 
germinal  epithelium  before  they  appear  either  in  the  stroma  or 
sexual  cords;  (2)  the  boundary  between  the  germinal  epithelium 
and  the  stroma  is  not  sharp,  and  both  ordinary  epithelial  cells 
and  primitive  ova  are  found  in  intermediate  positions  before 
they  appear  in  the  stroma  and  sexual  cords;  (3)  the  primitive 
ova  in  the  stroma  and  in  the  sexual  cords  are  precisely  like  those 
originally  found  in  the  germinal  epithelium;  (4)  the  sexual  cords 
have  no  basement  membrane  in  early  stages,  and  primitive  ova 
may  Ik?  found  in  the  margin  of  the  cords. 

By  this  process  of  migration,  then,  the  primitive  ova  leave 
the  germinal  epithelium  and  pass  either  directly  or  through  the 
stroma  into  the  sexual  cords,  which  thus  come  to  l^e  composed 
of  two  kinds  of  cells,  viz.,  the  epithelial  cells  and  the  primitive 
ova  (Fig.  227).  This  process  appears  to  go  on  until  about  the 
end  of  the  second  week  of  incubation.  The  sexual  cords  increase 
in  number  very  rapidly  and  become  closely  pressed  together  so  as 
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to  Mlnio~it  eliniiiinte  the  stroma,  a  ronilition  that  la.^ts  up  to 
twelfth   ilay.  at   least,  after  which   the  quantity  of   the   strr 
inorpases    aaain   with   the    ingrowth    and    enlargement    of 
bloot  I- vessels. 

As  the  te.itis  in(Tea,*es  in  size  it  pmjects  more  fmin  the  surl 
of  the  Wolffian  biuly.  and  foKls  arise  above  and  Itelow  it  nn  • 
as  in  fmnt  and  Iwhind,  that   profiressively  narrow   the  surl 


:_■■.  «:.:, ;.  :i.i-  M'xual  i-ord<  p:i 
■>  (.-l.  Fijrs.  2-21  -"''  *.»2!. 
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sexual  and  a  posterior  non-xexual  portion.  In  the  latter  part  of 
tlie  period  of  incubation  the  non-sexual  portion  undei^oes  absorp- 
tion while  the  anterior  portion  becomes  converted  into  the  epididy- 
mis. 

The  increase  of  primitive  ova  in  the  germinal  epithelium  and 
their  migration  into  the  sexual  conls  continues  until  about  the  four- 
teenth day.  In  the  meantime  tlie  stroma  has  increased  notably 
in  amount ;  it  constitute.-*  a  considerable  layer  between  the  cords. 


Fni.  2JS,  —  Cnis.-i-si'eliiiii  thnnifcli  the  pcriplu'iy  iif  the  liiitiH  of  a 
jusi  hutclinl  chick.  (Artcr  Si-nioii.}  Tlie  M'xuni  conls  hHVV 
aci)iiirc<l  n  luiiicn.aml  Ihc  walls  of  Ihc  cnnnU  arc  fiirniPd  of  the 
liriniitivc  ova  iiml  Ihc  wHm  of  the  xcxiial  conls.  nr  suppurtinf; 
pclls.  The  nmiMTlivi'  tiiwiif  fiirmw  scptiilie,  connpctinR  with  the 
nl1>iiKiiu-u:tlien'tiiaiiiso[thef!i'nmnBt  ci)itheliuni  fomi  the  serous 
covering  of  tile  testis. 
.Alh..  .\]l>ii)citien.     c.T.,  Connectiw  tissue  of  the  septula'  testis. 

t,.  I.imieii  of  the  sexual  conls.     jir.  (>.,  IMmitivc  ovn.     s.  ('.,  Sexual 

ei'pl. 

and  iM'Kin.f  nmv  to  form  a  layer  Itctwcen  the  germinal  epithelium 
and  the  distal  en<ls  of  tlip  sexual  conls.  Thi.-!  layer  forms  the 
!illiiL,^inc!i  iif  the  tpsti.i.  and  with  its  establishment  the  production 
of  the  ])riinitivp  ova  fnnn  the  genninal  epithelium  i-eases.  and  the 

latter  l>ei-oiiie.s  ivdiieed  to  an  endothelial  layer  (Fip.  22S). 
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During  this  period  the  sexual  cords  be<!Ome  converted  into 
the  semeniferous  tubules,  rete,  and  vasa  efF«entia;  and  the 
sexual'  tubules  of  the  Wolffian  body  into  the  eindidymia.  About 
the  ead  of  the  third  week  the  sexual  cords  obtain  a  lumen,  owing 
to  rearnugement  of  the  cells;  at  the  same  time  a  basement  mem- 
brane appears  over  the  outer  ends  of  the  cells,  and  the  aemenif- 
erouB  tubules  are  definitely  established  (Fig.  228).  In  theso 
one  can  eauly  recognize  the  descendants  of  the  primitive  ova 
vtuch  may  now  be  called  apeimatogonia,  and  tiie  ejHthelial  ttr 
supporting  cells.  The  irTet^ularly  anastomosing  sexual  conls  in 
the  region-of  the  hilus  become  the  ret«  cords,  which  acquire  u 
lum^n  shortly  after. batching.  The  rete  cords  are  united  to  the 
nei^boring  renal  corpusrles  by  the  original  strands  and  these 
farm  the.  vasa  efferentia. 

.As  legards  the  formation  of  the  epididymis :  the  renal  corpuscles 
of  tbe  Wolffian  tubules  cnncemed  diminish  in  eisK,  the  glom- 
enilus  disappears  and  the  cpIIs  of  the  capsule  become  cylindrical. 
These  changes  progress  fi-om  the  lateral  side  of  the  Wolffian 
body  towards  the  testis;  that  is  to  say,  the  more  lateral  corpuscles 
are  fiistaffected.  A  riidiment  of  ihe  non-aexual  part  of  the 
Wolffian  body  persbts  in  the  meebrchium  of  the  m&Ie,  betmai 
testis  and  kidney.    It  is  known  as  the  paradidymis. 

DevdopmejU  of  the  Ovary.  (There  is  no  complete  account  of 
the  development  of  the  ovary  in  the  chick;  the  following  account 
is  based  on  Hoffmann's  description  of  Grallatores  and  Natatores.) 

The  right  ovary  may  attain  a  considerable  size;  but  sooner 
or  later  it  degenerates  and  is  never  functional;  moreover,  its 
growth  does  not  follow  a  normal  course  of  differentiation.  The 
description  applies,  therefore,  only  to  the  left  ovary. 

In  the  indifTerent  gonad,  primitive  ova  leave  the  germinal 
epithelium  and  enter  the  stroma  and  sexual  cords  at  corresponding 
stages  of  development  whether  the  organ  is  to  become  ovary  or 
testis.  Such,  however,  in  the  case  of  the  ovary,  are  destined  to 
degenerate,  along  with  the  sexual  cords.  The  definiti\"e  ova 
are  derived  from  primitive  ova  that  have  remained  within  the 
germinal  epithelium. 

The  characteristic  feature  of  the  development  of  the  ovary 
is,  then,  a  cessation  of  migration  of  primitive  ova  from  the 
germinal  epithelium  after  a  certain  stage  and  a  multiplication 
in  situ.    The  epithelial  cells  of  the  germinal  epithelium  share  in 
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this  multiplication  ami  the  toiuequenoe  is  a  great  increase  in 
thirknes.t.  At  the  same  time  the  sexual  cords  cease  to  grow, 
and  become  converted  into  tubes  with  a  wide  lumen,  and  low 
epithelium;  and  the  stroma  increases  notably  in  amount.  The 
inner  surface  of  the  germinal  epithehum  or  ovigerous  layer  of 
the  ovary,  then  begins  to  form  low  irregular  projections  into  the 
stroma,  or  the  latter  begins  to  [)enelrate  the  ovigerous  layer  at 
irregular  distances  so  as  to  produce  elevations.  This  condition 
is  well  illustrated  in  Fig  229 


Flo.   229. — (.'rosa-Mi'tion   of   llif  ovury  nf  a  youiift  omlin 
(After  HufTmaim.) 
,  Blood-vessel,     germ.  Ep,,  Genninol   epithelium. 


ronala  Irele  o 


.,  Sexual  cord. 


In  the  couree  of  development  the  ovigerous  layer  continually 
increases  in  thickness,  and  the  projections  into  the  stroma  form 
veritable  cortls  of  ovigerous  tissue,  which  correspond  to  the 
cords  of  Pfli'iger  in  the  mammalian  ovary.  The  cords  carry 
the  primitive  ova  with  them.  The  surface  of  the  ovary  also 
begins  to  become  lobulated  by  the  extension  of  the  stroma  tra- 
beculsB.  Successive  stages  in  the  growth  and  differentiation  of 
the  primitive  ova  occur  from  the  surface  towards  the  inner  ends 
of  the  ovigerous  strands.  Fig.  230  represents  a  section  through 
the  ovary  of  a  fledgling  of  Numenius  Acuatiis  three  or  four  days 
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(dd.  The  germinal  epithelium  coveea  the  surface  and  is  (Kintinii- 
OUB  vith  the  ovigerouB  atraada  projecting  far  into  the  stroma. 
The  strands  are  broken  up  in  the  stroma  into  nesta  of  eeOa; 
next  the  germinal  epithelium  are  found  charaoteriatic  primi- 
tive ova,  but  in  deeper  utuationa  the  primitive  ova  are  laiger 
and  each  is  accompanied  by  a  group  of  epithelial  cells,  which  we 
distinctJy  differentiated  as  granulosa  cells  of  young  follicles  in 


Fig.  230.  —  Cross-section  of  the  ovary  of  a,  fledgling  ot  NumeniuB  ar- 
cuatus  3-4  daya  old.    The  germinal  epithelium  ia  below.     (Aft«r 
Hoffmann.) 
B.  c.,  Sexual  cords. 

the  deepest.  Thus  the  young  follicles  arise  by  separation  of 
nests  of  cells  from  the  ovigerous  strands  within  the  stroma; 
each  neat  includes  a  young  ovocyte  and  a  group  of  epithelial 
cells  which  arrange  themselves  in  a  single  layer  of  cuboidal  cells 
around  the  ovocyte.  On  each  side  of  the  free  border  of  the  ovary 
the  embryonic  state  persists,  and  it  is  not  known  whether  this 
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condition  is  maintained  permanently,  as  in  some  reptiles,  or 
not. 

The  atrophy  of  the  Wolffian  body  is  much  more  complete  in 
the  female  than  in  the  male;  no  part  of  it  remains  in  a  functional 
condition,  but  the  part  corresponding  to  the  epididymis  of  the 
male  remains  as  a  rudiment,  known  as  the  epoophoron.  It  has 
almost  the  same  structure  in  young  females  as  in  young  males, 
but  the  sexual  cords  uniting  it  with  the  ovary  do  not  become 
tubular,  nor  does  the  rete  ovarii.  A  rudiment  of  the  non-sexual 
part  of  the  Wolffian  body  is  also  found  in  the  hen  between  ovary 
and  kidney  in  the  lateral  part  of  the  mesovarium;  it  has  been 
named  the  paroophoron. 

Development  of  the  Genital  Ducts.  The  Wolffian  Duct  The 
origin  and  connections  of  the  Wolffian  ducts  have  been  already 
sufficiently  described.  In  the  male  they  are  connected  with  the 
semeniferous  tubules  by  way  of  the  rete,  vasa  efferentia,  and 
epididymis,  and  function  as  vasa  deferentia  exclusively,  after 
degeneration  of  the  mesonephros.  Subsequently  they  become 
somewhat  convoluted,  acquire  muscular  walls  and  a  slight  ter- 
minal dilatation.  The  details  of  these  changes  are  not  described  in 
the  literature.  In  the  female  the  Wolffian  duct  degenerates;  at 
what  time  Ls  not  stated  in  the  literature,  but  presumably  along 
with  the  Wolffian  body. 

The  Mfdlerian  Duct.  The  Miillerian  duct,  or  oviduct,  is  laid 
down  symmetrically  on  both  sides  in  both  male  and  female  em- 
bryos; subsequently  both  right  and  left  Miillerian  ducts  degen- 
erate in  the  male;  in  the  female  the  right  duct  degenerates,  the 
left  only  remaining  as  the  functional  oviduct.  We  have  now  to 
consider,  therefore,  (1)  the  origin  of  the  ducts  during  the  in- 
different stage,  and  (2)  their  subsequent  history  in  the  male 
and  in  the  female. 

The  origin  of  the  Miillerian  duct  is  preceded  by  the  formation 
of  a  strip  of  thickened  peritoneum  on  the  lateral  and  superior 
face  of  the  Wolffian  body  extending  all  the  way  to  the  cloaca 
(cf.  Fig.  220).  This  strip,  which  may  be  called  the  tubal  ridge, 
appears  fii-st  at  the  anterior  end  of  the  Wolffian  body  on  the 
fourth  day,  and  rapidly  diflferentiates  backwards;  it  lies  imme- 
diately external  to  the  Wolffian  (hiot.  The  anterior  part  of  the 
Miillerian  duct  arises  as  a  groove-like  invagination  of  the  tubal 
ridge   at  the  cephalic  end  of  the   Wolffian   body   immediately 
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behind  the  external  glomeruli  of  the  pronephros.  The  lips  of 
this  groove  then  approach  and  fuse  on  the  fifth  day,  so  as  to  form 
a  tube  which  soon  separates  from  the  ridge.  This  process,  how- 
ever, takes  place  in  such  a  way  as  to  leave  the  anterior  end  of 
the  tube  open  and  this  constitutes  the  coelomic  aperture  of  the 
oviduct,  or  ostium  tubce  abdominale.  Moreover,  the  closure  of 
the  groove  does  not  take  place  uniformly,  and  one  or  two  open- 
ings into  the  Miillerian  duct  usually  occur  near  the  ostium  on 
the  fifth  day.  Typically,  however,  these  soon  close  up,  though 
persistence  of  one  of  them  may  lead,  as  a  rather  rare  abnormality, 
to  the  occurrence  of  two  ostia  in  the  adult.  There  is  no  ground 
for  the  view  (see  Balfour  and  Sedgwick)  that  the  two  or  three 
openings  into  the  anterior  end  of  the  MiiUerian  duct  correspond 
to  nephrostomes  of  the  pronephros;  they  are  situated  too.  far 
posteriorly  and  laterally  to  bear  such  an  interpretation. 

The  anterior  part  of  the  Miillerian  duct  is  thus  formed  by 
folding  from  the  epithelium  of  the  tubal  ridge;  it  constitutes  a 
short  epithelial  tube  situated  between  the  Wolffian  duct  and  the 
tubal  ridge,  ending  blindly  behind.    The  part  thus  formed  is  rela- 
tively short;  the  major  portion  la  formed  by  elongation  of  the 
anterior  part,  which  slowly  grows  backwards  between  the  WolflSan 
duct  and  the  tubal  ridge,  reaching  the  cloaca  on  the  seventh  day. 
The  growing  point  is  solid  and  appears  to  act  like  a  wedge  sepa- 
rating the  Wolffian  duct  and  the  tubal  ridge,  being  thus  closely 
pressed  against  both,  but  apparently  without  receiving  cells  from 
either.     Balfour's  view,  that  it  grows  by  splitting  off  from  the 
Wolffian  duct  or  at  the  expense  of  cells  contributed  by  the  latter, 
has  not  been  supported  by  subsequent  investigators.     A  short 
distance  in  front  of  the  growing  point  the  Miillerian  duct  receives 
a  lumen,  and  mesenchyme  presses  in  from  above  and   below, 
and   forms   a  tunic   of  concentrically  arranged  cells   around   it 
(Fig.  221). 

The  Miillerian  duct  thus  begins  to  project  above  the  surface 
of  the  Wolffian  body,  and,  as  it  does  so,  the  thickened  epithelium 
of  the  tubal  ridge  becomes  flat  and  similar  to  the  adjacent  peri- 
toneum; whether  it  is  used  up  in  the  formation  of  the  mesen- 
chymatous  tunic  of  the  epithelial  Miillerian  duct  is  not  known. 
Up  to  this  time  the  development  is  similar  in  both  sexes  and  on 
both  sides  of  the  body. 

In  the  male  development  of  these  duets  ceases  on  the  eighth 
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day;  retrogression  begins  immediately  and  is  completed,  or  at 
any  rate  far  advanced,  on  the  eleventh  day.  In  this  process  the 
epithelial  wall  disappears  first,  and  its  place  is  taken  by  cells 
of  mesenchymatous  appearance,  though  it  is  not  known  that 
transformation  of  one  kind  into  the  other  takes  place.  Retro- 
gression begins  posteriorly  and  proceeds  in  the  direction  of  the 
head;  the  ostium  is  the  last  to  disappear.  The  mesenchymatous 
tunic  shares  in  the  process,  so  that  the  ridge  is  no  longer  found 
(see  Fig.  222).  In  the  male  the  Miillerian  ducts  never  open  into 
the  cloaca. 

In  the  female  the  development  of  the  right  Miillerian  duct 
ceases  after  the  eighth  day,  and  it  soon  begins  to  degenerate.  Its 
lumen  disappears  and  it  becomes  relatively  shorter,  so  that  its 
anterior  end  appears  to  slip  back  along  the  Wolffian  body.  On 
the  fifteenth  day  slight  traces  remain  along  its  former  course  and 
a  small  cavity  in  the  region  of  the  cloaca.  It  never  obtains  an 
opening  into  the  cloaca  (Gasser.) 

With  the  degeneration  of  the  anterior  end  of  the  Wolffian 
body  the  ostium  tubse  abdominale  comes  to  be  attached  by  a 
ligament  to  the  body-wall  (Fig.  231);  farther  back  the  ligamen- 
tous attachment  is  to  the  Wolffian  body. 

The  fimbriae  begin  to  develop  on  the  eighth  day  on  both 
sides  in  both  sexes.  It  is  only  in  the  left  oviduct  of  the  female, 
however,  that  development  proceeds  farther,  and  differentiation 
into  ostium,  glandular  part,  and  shell  gland  takes  place.  This 
appears  distinctly  about  the  twelfth  day.  The  lower  end  ex- 
pands to  form  the  primordium  of  the  shell-gland  at  this  time, 
but  does  not  open  into  the  cloaca.  Indeed,  the  opening  is  not 
established  until  after  the  hen  is  six  months  old  (Gasser.) 

IV.    The  Suprarenal  Capsules 

The  suprarenals  of  the  hen  are  situated  medial  to  the  anterior 
lobe  of  the  kidney,  in  the  neighborhood  of  the  gonad  and  vena 
cava  inferior.  They  have  a  length  of  about  8-10  mm.  The 
substance  consists  of  two  kinds  of  cords  of  cells,  known  respect- 
ively jLs  cortical  and  medullary  cords,  irregularly  intermingled; 
the  so-called  cortical  cords  make  up  the  bulk  of  the  substance, 
and  the  niochillarv-  cords  occur  in  the  meshes  of  the  cortical  cords. 
The  terminology  does  not.  therefore,  descril)e  well  the  topo- 
graphical arrangement  of  the  components;  it  was  derived  froP* 
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the  condition  found  in  many  mammals,  the  cortical  corda  of  the 
birds  corresponding  to  the  cortical  substance,  and  the  medullw; 
cords  to  the  medullary  substanee  of  mammab.  The  medulUiy 
cords  are  often  called  phffiochrom3  or  chromaSin  tissue  on  account 
of  the  specific  reaction  of  the  coostituent  cells  to  chromic  acid, 
and  their  supposed  genetic  relation  to  tissue  of  similar  composition 
and  reaction  found  in  the  carotid  glands  and  other  oi^^ans  asso- 
ciated with  the  sympathetic  syetem. 


Mnhryo  of  8  days  through  (he 


,  T.  a.,  Ostium  tubip  abdoininale. 
.  Right  and  left  pleural  cavities 
ecos8.     V.  c.  a.  1.,   Lett  anterior 


a.  A.  S.,  Xcck  of  alMlominitl  air-snc 
M's't.ae.,  Accessory  niesenlcry.  pi.  (' 
Rec.  pn.  (■111.  r,  Hicht  pnoumnlo-cnti 
TCiia  cava,     R.,  rib.     Olhor  ahhrcvia 


The  embryonic  history  has  Iwen  the  subjert  of  numerous 
investigations,  ami  has  proved  a  partirularly  (iifficult  topic,  if 
we  are  to  judge  from  the  variety  of  \ipws  propoimded.  Thus 
for  instance  it  has  Ijeen  maintained  at  various  times:   (1)   that 
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cortical  and  medullary  cords  have  a  common  origin  from  the 
mesenchyme;  (2)  that  they  have  a  common  origin  from  the 
peritoneal  epithelium;  (3)  that  the  origin  of  the  cortical  and 
medullary  cords  is  absolutely  distinct,  the  former  being  derived 
from  the  sexual  cords  by  way  of  the  capsules  of  the  renal  cor- 
puscles and  the  latter  from  the  sympathetic  ganglia;  (4)  that 
their  origin  is  distinct,  but  that  the  cortical  cords  are  derived 
from  ingrowths  of  the  peritoneum,  and  the  medullary  cords  from 
sympathetic  ganglia.  The  first  view  may  be  said  now  to  be 
definitely  abandoned,  and  no  one  has  definitely  advocated  a 
common  epithelial  origin  since  Janosik  (1883).  Thus  it  may 
be  regarded  as  well  established  that  the  two  components  have 
diverse  origins,  and  it  seems  to  the  writer  that  the  fourth  view 
above  is  the  best  supported.  (See  Poll  and  Souli^.)  The  com- 
parative embryological  investigations,  strongly  support  this  view. 

Origin  of  the  Cortical  Cords.  According  to  Souli^,  the 
cortical  cords  arise  as  proliferations  of  a  special  suprarenal  zone 
of  the  peritoneum  adjacent  to  the  anterior  and  dorsal  part  of 
the  germinal  epithelium.  This  zone  is  distinguishable  early  on 
the  fourth  day,  and  begins  about  half  a  millimeter  behind  the 
glomeruli  of  the  pronephros,  extending  about  a  millimeter  in  a 
caudal  direction.  Proliferations  of  the  peritoneal  epithelium  are 
formed  in  this  zone,  and  soon  become  detached  as  groups  of  epi- 
thelial cells  lying  in  the  mesenchyme  between  the  anterior  end 
of  the  Wolffian  body  and  the  aorta.  Such  proliferation  continues 
up  to  about  the  one  hundredth  hour  or  a  little  later,  and  a  second 
stage  in  the  development  of  the  cortical  cords  then  begins:  The 
cords  grow  rapidly  and  fill  the  space  on  the  medio-dorsal  aspect 
of  the  Wolffian  body,  and  then  come  secondarily  into  relation 
with  the  renal  corpuscles  of  the  latter  and  the  sexual  cords. 

According  to  Semon  and  Hoffmann  the  relation  thus  estab- 
lished is  a  primary  one,  that  is  to  say,  that  the  cortical  cords 
arise  from  the  same  outgn)wths  of  the  caf)sules  of  the  renal  cor- 
puscles that  furnish  the  sexual  cords.  Rabl  agrees  essentially 
with  Soulie,  and  it  seems  probable  that  Semon  and  Hoffmann 
have  overlooked  the  first  stages  in  the  origin  of  the  cortical  cords 
of  the  suprarenal  corpuscles. 

During  the  fifth,  sixth,  and  seventh  days  there  is  a  very 
rapid  increase  of  the  cortical  cop'  *  ^^nite 

circumscription  of  the  organ  fp  ne; 
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however,  no  capsule  is  formed  yet.  The  topography  of  the  oigan 
on  the  eighth  day  is  shown  in  Figs.  150  and  182.  Whereas  during 
the  fourth,  fifth,  and  sixth  days  the  arrangement  of  the  cortical 
cells  is  in  masses  rather  than  in  cords,  on  the  eighth  day  the 
cords  are  well  developed,  in  form  cylindrical  with  radiating  cells, 
but  no  central  lumen.  The  organ  has  become  vascular,  and  the 
vsesels  have  the  form  of  sinusoids,  t.e.,  they  are  moulded  on  the 
surface  of  the  cords  with  no  intervening  mesenchyme. 

Origin  of  the  Medullary  Cords.  The  medullary  cords  take 
their  origin  unquestionably  from  cells  of  the  sympathetic  ner- 
vous system.  During  the  growth  of  the  latter  towards  the  mesen- 
tery, groups  of  sympathetic  cells  are  early  established  on  or  near 
the  doFBO-median  surface  of  the  cortical  cords  (Fig.  226).  The 
ingrowth  of  the  sympathetic  medullary  cords  does  not,  however, 
b^n  until  about  the  eighth  day.  At  this  time  there  is  a  laigei 
sympathetic  ganglionic  mass  on  the  dorso-median  surface  of  the 
anterior  end  of  the  suprarenal,  and  stands  of  cells  characterized 
sharply  by  their  large  vesicular  nuclei  and  granular  contents 
can  be  traced  from  the  ganglion  into  the  superficial  part  of  the 
suprarenal.  These  cells  are  precisely  like  the  specific  cells  of 
the  ganglion,  perhaps  a  little  smaller,  and  without  axones.  On 
the  eleventh  day  these  strands  have  penetrated  through  a  full 
third  of  the  thickness  of  the  suprarenal,  and  are  still  sharply 
characterized,  on  the  one  hand  by  their  resemblance  to  the  sym- 
pathetic ganglion  cells,  and  on  the  other  by  their  clear  differen- 
tiation from  the  cells  of  the  cortical  cords.  These  occupy  the 
relations  characteristic  of  the  differentiated  medullary  cords,  and 
there  can  be  little  doubt  that  they  develop  into  them. 


CHAPTER  XIV 
THE  SKELETON 

I.   General 

From  an  embryological  point  of  view,  the  bones  of  the  body, 
their  associated  cartilages,  the  ligaments  that  unite  them  together 
in  various  ways,  and  the  joints  should  be  considered  together, 
as  they  have  a  common  origin  from  certain  aggregations  of 
mesenchyme.  The  main  source  of  the  latter  is  the  series  of 
sclerotomes,  but  most  of  the  bones  of  the  skull  are  derived  from 
the  unsegmented  cephalic  mesenchyme. 

Most  of  the  bones  of  the  body  pass  through  three  stages  in 
their  embryonic  development:  (1)  a  membranous  or  prechondral 
stage,  (2)  a  cartilaginous  stage,  (3)  the  stage  of  ossification. 
Such  bones  are  known  as  cartilage  bones,  for  the  reason  that 
they  are  preformed  in  cartilage.  Many  (see  p.  433  for  list)  of 
the  bones  of  the  skull,  the  clavicles  and  the  uncinate  processes  of 
the  ribs  do  not  pass  through  the  stage  of  cartilage,  but  ossifica- 
tion takes  place  directly  in  the  membrane;  these  are  known  as 
membrane  or  covering  bones.  The  ontogenetic  stages  of  bone 
formation  parallel  the  phylogenetic  stages,  membrane  preceding 
cartilage,  and  the  latter  preceding  bone  in  the  taxonomic  series. 
Thus,  in  Amphioxus,  the  skeleton  (excluding  the  notochord) 
is  membranous;  in  the  lamprey  eel  it  is  partly  membranous  and 
partly  cartilaginous;  in  the  selachia  it  is  mainly  cartilaginous;  in 
higher  forms  l>one  replaces  cartilage  to  a  greater  or  less  degree. 
The  comparative  study  of  membrane  bones  indicates  that  they 
were  primitively  of  dermal  origin,  and  only  secondarily  grafted 
on  to  the  underlying  cartilage  to  strengthen  it.  Thus  the  car- 
tihige  bones  Ijelong  to  an  older  category  than  the  membrane 
bones. 

The  so-called  membranous  or  prechondral  stage  of  the  skeleton 
is  characterized  simply  by  condensation  of  the  mesenchyme. 
Such  condensations  arise  at  various  times  and  places  described 
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beyond,  and  they  often  repreaent  the  primordia  of  several  ftitam 
bony  elementB.  In  such  an  aiea  the  cells  are  toore  oloaeJy  i>ggn- 
gated,  the  intereellular  spaces  ate  theiefoie  smaller,  and  tlie 
area  stains  more  deeply  than  the  aurrounding  meeenehyme. 
There  are,  of  eourae,  stages  of  condensation  in  each  ease,  finm 
the  fiiat  vague  and  undefined  areas  shading  off  into  the  indiSnenk 
meeenehyme,  up  to  the  time  of  cartilage  or  bone  fonnatioB, 
when  the  area  is  usually  well  defined.  In  most  of  ihe  bonet, 
however,  the  process  is  not  uniform  in  all  parts;  the  groiring 
extremities  may  be  in  a  membranous  condition  iriiile  cartilage 
formation  is  found  in  intermediate  locations  and  ossification  turn 
begun  in  the  original  center  of  fonnation;  so  that  ail  three  ntagin 
may  be  found  in  the  primordium  of  a  single  bone  (e.|r.,  Bcapola). 
Usually,  however,  the  entire  element  is  converted  into  cartilage 
before  osmfication  begins. 

The  formation  of  cartilage  (chondrification)  is  brought  abtntt 
by  the  secretion  of  a  homogeneous  matrix  of  a  quite  special  char- 
acter, which  accumulates  in  the  intercellular  spaces,  and  thus 
gradually  separates  the  cells;  and  the  latter  become  «noloeed  in 
separate  cavities  of  the  matrix;  when  they  multiidy,  new  depoata 
of  matrix  form  between  the  daughter  cells  and  separate  them. 
As  the  original  membranous  primordium  becomes  converted  into 
cartilage,  the  superficial  cells  flatten  over  the  surface  of  the 
cartilage  and  form  a  membrane,  the  perichondrium,  vvhich  be- 
comes the  perioateum  when  ossification  takes  place. 

The  process  of  ossification  in  cartilage  involves  the  following 
stages  in  the  chick: 

(1)  Forviation  oj  Perichondral  Bone.  The  perichondrium 
deposits  a  layer  of  bone  on  the  surface  of  the  cartilage  near  its 
center,  thus  forming  a  bony  ring,  which  gradually  lengthens  into 
a  hollow  cylinder  by  extending  towards  the  ends  of  the  cartilage. 
This  stage  is  well  illustrated  in  Fig.  231  A  and  in  the  long  tiones 
of  Fig.  242;  the  bones  of  the  wing  and  leg  furnish  particularly 
good  examples;  the  perichondral  bone  is  naturally  thickest  in 
the  center  of  the  shaft  and  thins  towards  the  extremity  of  the 


(2)  Absorption  of  Cartilage.  The  matrix  softens  in  the 
center  of  the  shaft  and  becomes  mucous,  thus  liberating  the 
cartilage  cells  and  transforming  the  cartilage  into  the  funda- 
mental tissue  of  the  bone  marrow.     This  begins  about  the  tenth 
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day  in  the  fenmr  of  the  chick.  The  process  extends  towards  the 
ends,  and  faster  at  the  periphery  of  the  cartilage  (i.e.,  next  to 
the  perichondral  bone)  than  in  the  center.  In  this  way  there 
remain  two  terminal,  cone-shaped  cartilages,  and  the  ends  of  the 
cones  project  into  the  marrow  cavity  (Fig.  231  A). 

(3)  Calcination  of  Cartilage.     Salts  of  lime  are  deposited  in 
the  matrix  of  the  cartilage  at 

the  ends  of  the  marrow  cavity ; 
such  cartilage  is  then  removed 
by  osteoclasts,  lai^  multinu- 
cleated cells,  of  vascular  en- 
dothelial origin,  according  to 
Brachet  (.seventeenth  or  eigh- 
teenth day  of  incubation). 

(4)  Endochondral  Ossifica- 
tion. Osteoblasts  within  the 
marrow  cavity  deposit  bone  on 
the  surface  of  the  rays  of  cal- 
cified cartilage  that  remain 
between  the  places  eaten  out 
by  osteoclasts,  and  on  the 
inner  surface  of  the  perichon- 
dral bone.  FiO-  231  A.  —  Longitudinal  Bectian  of 

These  processes  gradually        thefemurof  «  chick  ot  196  hours' in- 
extend   towards   the  ends    of        ™"«tion;-emi^Ugramn»tic.     (Atto- 

,      ,  ,      ,  Brachet.) 

the  bone,  and  there  is  never  «rt.  Cart.,  ArticuUr  cartiUge.    C.C, 

anv  independent  epiphysial  Calcified  cartilage,  end.  B.,  Endochon- 
««^»».  ^t  ->...;«-,„.;««  ;«  i  ™  dral  bone.  M.,  Marrow  cavity.  P'ch., 
center  of  ossification  m  long  Perichondrium.  PW,  Periosteum: 
bones  of  birds,  as  there  is  in  p'oa.  B.,  Periosteal  bone.  Z.  Gr.,  Zone 
„,.m„,ab.  Tho  e„,l,  ot  the  S' ^t™  Si  ^i?JK' ■"°'"'~'" 
bones     remain     cartilaginous 

and  provide  for  growth  in  length.  Growth  in  diameter  of  the 
bones  takes  place  from  the  periosteum,  and  is  accompanied  by 
enlargement  of  the  marrow  cavity,  owing  to  simultaneous  ab- 
sorption of  the  bone  from  within.  It  is  thus  obvious  that  all  of 
the  endochondral  bone  is  removed  from  the  shaft  in  course  of 
time;  some  remains  in  the  spongy  end.s. 

The  details  of  the  process  of  ossification  will  not  be  described 
here,  and  it  oi"  ohasize  a  few  points.     At  a  stage 

shortly  af  >rption  of  the  cartilage  in  the 
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center  of  the  shaft,  the  perichondral  bone  is  invaded  by  capillaiT 
vessels  and  connective  tissue  that  break  through  into  the  cavity 
formed  by  absorption;  it  is  supposed  by  many  that  osteoblastB 
from  the  periosteum  penetrate  at  the  same  time.  The  marrow 
of  birds  is  derived,  according  to  the  best  accounts,  from  the 
original  cartilage  cells,  which  form  the  fundamental  substance, 
t(^ther  with  the  intrusive  blood-vessels  and  mesenchyme.  The 
endochondral  osteoblasts  are  believed  by  some  to  be  of  endo- 
chondral origin  (i.e.,  derived  from  cartilage  cells),  by  othexs  of 
periosteal  origin.  For  birds,  the  former  view  seems  to  be  the 
best  supported. 

In  birds,  calcification  does  not  precede  absorption  of  the 
cartilage,  as  it  does  in  mammals,  until  the  greater  part  of  the 
marrow  cavity  is  formed.  The  cones  of  cartilage,  refened  to 
above,  that  are  continuous  with  the  articular  cartilagea,  aie 
absorbed  about  ten  days  after  hatching. 

On  the  whole,  perichondral  ossification  plays  a  more  extensive 
rAle  in  birds  than  in  mammals.  The  endochondral  bone  forma- 
tion begins  relatively  much  later  and  is  less  extensive.  The 
bodies  of  the  vertebrse,  which  ossify  almost  exclusively  in  an 
endochondral  fashion,  form  the  main  exception  to  this  rule. 

Ossification  in  membrane  proceeds  from  bony  spicules  de- 
posited between  the  cells  in  the  formative  center  of  any  given 
membrane  bone.  It  spreads  out  from  the  center,  the  bony 
spicules  forming  a  network  of  extreme  delicacy  and  beaut  v. 
After  a  certain  stage,  the  membrane  bounding  the  surface  becomes 
a  periosteum  which  deposits  bone  in  dense  layers.  Thus  a  mem- 
brane bone  consists  of  superficial  layers  of  dense  bone,  enclosing 
a  spongy  plate  that  represents  the  primitive  bone  before  the 
establishment  of  the  periosteum. 

The  formation  of  bones  proceeds  from  definite  centers  in  all 
three  stages  of  their  formation;  thus  we  have  centers  of  mem- 
brane formation,  centers  of  chondrification  and  centers  of  ossifi- 
cation. Membranous  centers  expand  V)y  peripheral  growth, 
cartilage  centers  expand  by  the  extension  of  cartilage  formation 
in  the  membrane  from  the  original  center  of  chondrification,  and 
bony  centers  expand  in  the  original  cartilage  or  membrane. 
Several  centers  of  chondrification  may  arise  in  a  single  primitive 
membranous  center;  for  instance,  in  the  membranous  stage,  the 
skeleton  of  the  fore-limb  and  jx^ctoral  girdle  is  absolutelv  eon- 
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tinuous;  cartilage  centers  then  arise  separately  in  different  parts 
for  each  of  the  bones:  similarly  for  the  hind-limbs  and  pelvic 
girdle,  etc.  Separate  centers  of  ossification  may  likewise  appear 
in  a  continuous  embryonic  cartilage,  as  for  instance,  in  the  base 
of  the  skull  or  in  the  cartilaginous  coraco-scapula,  or  ischio- 
ilium.  Such  centers  may  become  separate  bones  or  they  may 
subsequently  fuse  together.  In  the  latter  case,  they  may  repre- 
sent bones  that  were  phylogenetically  perfectly  distinct  elements, 
as  for  instance,  the  prootic,  epiotic,  and  opisthotic  centers  in 
the  cartilaginous  otic  capsule;  or  they  may  be  of  purely  func- 
tional significance,  as  for  instance,  the  separate  ossifications  in 
the  sternum  of  birds,  or  the  epiphysial  and  diaphysial  ossifica- 
tions of  the  long  bones  of  mammals.  It  is  usually  possible  on 
the  basis  of  comparative  anatomy  to  distinguish  these  two  cate- 
gories of  ossification  centers. 

Phylogenetic  reduction  of  the  skeleton  is  also  usually  indi- 
cated in  some  manner  in  the  embryonic  history.  Where  elements 
have  completely  disappeared  in  the  phylogenic  history,  as  for 
instance,  the  missing  digits  of  birds,  they  often  appear  as  mem- 
brane formations  in  the  embryo,  which  then  fade  out  without 
reaching  the  stage  of  cartilage;  if  the  latter  stage  is  reached  the 
element  usually  fuses  with  some  other  and  is  therefore  not  really 
missing,  c.^.,  elements  of  the  carpus  and  tarsus  of  birds  (though 
not  all).  But  the  ontogenetic  reduction  may  go  so  far  that 
the  missing  elements  are  never  distinguishable  at  any  stage  of 
the  embryonic  histor>';  thus,  though  the  missing  digits  of  birds 
are  indicated  in  the  membranous  stage,  their  component  phalanges 
are  not  indicated  at  all. 

II.   The  Vertebral  Column 

The  primordia  of  the  vertebral  column  are  the  notochord 
and  sclerotomes.  The  former  is  the  primitive  axial  support  of 
the  lK)dy,  both  ontogenetically  and  phylogenetically.  In  both 
components,  notochord  and  sclerotomes,  we  may  recognize  a 
cephalic  and  trunk  portion.  The  notochord,  as  we  have  seen, 
extends  far  into  the  head,  and  the  sclerotomes  of  the  first  four 
somites  contribute  to  the  formation  of  the  occipital  portion  of 
the  skull.  The  cephalic  parts  are  dealt  with  in  ^^^  '  '  *^»iient 
of  the  skull.  The  history  of  the  notocb 
be  considered  together,  but  we  ' 


412  THE  DEVELOPMENT  OF  THE   CHICK 

notochord  is  destined  to  be  completely  replaced  by  the  bodies  of 
the  vertebrae,  derived  from  the  sclerotomes. 

The  Sclerotomes  and  Vertebral  Segmentation.  The  vertebral 
segmentation  does  not  agree  with  the  primitive  divisions  of  the 
somites,  but  alternates  with  it;  or  in  other  words,  the  centers 
of  the  vertebrae  do  not  coincide  with  the  centers  of  the  original 
somites,  but  with  the  intersomitic  septa  in  which  the  segmental 
arteries  nm.  Thus  each  mvotome  extends  over  half  of  two 
vertebral  segments,  and  the  spinal  ganglia  and  nerves  tend  to 
alternate  with  the  vertebrae.  It  therefore  happens  that  each  myo- 
tome exerts  traction  on  two  vertebrae,  obviously  an  advantageous 
arrangement,  and  the  spinal  nerves  lie  opposite  the  intervertebral 
foramina. 

This  arrangement  is  brought  alx)ut  by  the  development  of 
each  vertebra  from  the  caudal  half  of  one  sclerotome  and  the 
cephalic   half  of  the  sclerotome  immediately   behind;    partes  of 
two  somites  enter  into  the  composition  of  each  vertebra,  as  is 
very  obvious  at  an  early  stage:  Fig.  232  represents   a  section 
through  the  base  of  the  tail  of  a  chick  embryo  of  ninety-six  hours; 
it  is  approximately  frontal,  but  is  inclined  ventro-dorsally  from 
behind   forwards.      The  original   somites  are  indicated    by   the 
myotomes    and    the   segmental   arteries.     In   the    region    of   the 
notochord    one    can    plainly    distinguish    three    parts     to    each 
sclorotonie,    viz.,    (1)    a    narrow,    median,    or    i^erichordal    part 
abutting  on  tlic   notocliord,  in  which   no   divisions  occMir  either 
within  or  between  somites;  (2)  a  caudal   lateral   division   distin- 
guished i)y  tlie  denser  a<r^regati()n  of  the  cells  from  (3)  the  cephalic 
division.      Ik^tween  tlie  caudal  and  cephalic  divisions  of  the  sclero- 
tome is  a  fissure  (intervcrtei)ral  fissure)  which  marks  the  houndarv 
of  tlie  future  vcrtebrie.      Kach  vertebra    in   fact   arises    from    the 
caudal  (*onii)oncnt  of  one  sclerotome  and  the  cephalic  conijx>nent 
of  the  sclerotome  inmiediately  behind.      Between  adjacent  sclero- 
tomes is  the  inter*soniitic  septum  containing  the  segmental  arterv. 
If  one  follows  these  conditions  ])ack  into  successivelv  earlier  staires 
one  f\uds  that  the  intervertc^bral  fissure  arises  fnun  the  primitive 
somitic    cavity,    and    that    the   distinction   l)etween    caudal    and 
cef)halic  divisions  of  the  s('lerot<une  is  marked  continuously  fmin  a 
very  early  statue  by  the  presence  c^f  the  intervertebral  fissure  and 
the  <j:reatcr  density  of  the  caudal  division,  i.t.,  the  cephalic  com- 
|K)nent   of  each  definitive  vertebra. 
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Fig.  332.  —  Fronlal  section  through  the  base  of  the  tail  of  a  chick 
embryo  of  96  hours.    The  anterior  end  of  the  section  (above 
in  tlie  figure)  is  ai  a  higher  (ilane  than  the  posterior  enrt. 
caud.  Sri.,  Caudal  <li\-iaiou  of  the  sclerolonie.     reph.  Scl..  Ce- 
phalic division  of  the  wierotonie.     rJcrm.,  Dennntotne,    Ep.,  Epi- 
demiis.     On.,  Ganglion,     int's.  F.,  Intcrsomitie  fissure,  int'v.  F., 
Intervertebral  fissure.    My,,  Myotome.    N'ch..  Notoohord.    N.T., 
Neural  tube,     pcr'ch.  Sh.,  Penchordal  sheath,     s.  A,,  Segmental 
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Now,  if  one  follows  these  components  as  they  appear  at  suc- 
cessively higher  levels  in  such  a  frontal  section  as  Fig.  232,  one 
finds  that  the  perichordal  layer  disappears  in  the  region  of  the 
neural  tube,  and  that  the  spinal  ganglia  appear  in  the  cephalic 
division  of  the  sclerotome,  and  almost  completely  replace  it. 
Thus  the  caudal  division  of  the  sclerotome  is  more  extensive,  as 
well  as  denser,  than  the  cephalic  division. 

In  transverse  sections  one  finds  that  the  sclerotomic  mesen- 
chyme spreads  towards  the  middle  line  and  tends  to  fill  all  the 
interspaces  between  the  notochord  and  neural  tube,  on  the  one 
hand,  and  the  myotomes  on  the  other.  But  there  is  no  time  at 
which  the  sclerotome  tissue  of  successive  somites  forms  a  con- 
tinuous unsegmented  mass  in  which  the  vertebral  segmentation 
appears  secondarily,  as  maintained  by  Froriep,  except  in  the  thin 
perichondal  layer;  on  the  contrary,  successive  sclerotomes  and 
vertebral  components  may  be  continuously  distinguished,  except 
in  the  perichordal  layer;  and  the  fusion  of  caudal  and  cephalic 
sclerotome  halves  to  form  single  vertebrae  may  be  continuously 
followed.  Thus,  although  the  segmentation  of  the  vertebrae  is 
with  reference  to  the  myotomes  and  ganglia,  it  is  dependent 
upon  separation  of  original  sclerotome  halves,  and  not  secondarily 
produced  in  a  continuous  mass. 

Summarizing  the  conditions  at  ninety-six  hours,  we  may  say 
that  the  vertebra}  are  represented  by  a  continuous  perichordal 
laver  of  rather  loose  mesenchyme  and  two  mesenchvinatous 
arches  in  each  segment,  that  ascend  from  the  perichordal  layer 
to  the  sides  of  the  neural  tube;  in  each  segment  the  upjx^r  part 
of  the  cephalic  sclerotomic  arch  is  occupied  almost  completely 
by  the  spinal  ganglion,  but  the  caudal  arch  ascends  higher,  though 
not  to  the  dorsal  edge  of  the  neural  tube.  The  cranial  and  caudal 
arches  of  any  segment  represent  halves  of  contiguous,  not  of  the 
same,  definitive  vertebra. 

Membranous  Stage  of  the  Vertebrae.  In  the  following  or 
membranous  stage,  the  definitive  segmentation  of  the  vertebne 
is  established,  and  the  })rincipal  parts  are  laid  down  in  the 
membrane.  These  processes  are  essentially  the  same  in  all  the 
vertebra',  and  the  order  of  developnient  is  in  the  usual  anton^- 
fX)sterior  direction.  As  regards  the  establishment  of  the  verte- 
bral segments:  Figs.  233  and  234  represent  frontal  sections 
through  the  same  vertebral  priniordia   at  diffei-ent   levels    from 
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the  thoracic  region  of  a  five-tlay  chick.  The  notochonl  is 
slightly  constricted  intervertebraily,  and  the  position  of  the 
intersegmental  artery,  of  the  myotomes  and  nerves,  shows  that 
each  vertebral  segment  is  made  up  of  two  components  repre- 
senting succeeding  sclerotomes.  In  the  region  of  the  neural 
arches  (Fig.  234)  the  line  of  union  of  cranial  and  caudal  vertebral 
components  is  indicated  by  a  slight  external  indentation  at  the 
place  of  union,  and  by  the  arrangement  of  the  nuclei  on  each 
side  of  the  plane  of  union. 


FlQ.  233.  —  Frtintal  BWlion  throuKh  the  nolochord  and  pri- 
moniiii  lit  Iwo  viTtcbrw  of  a  fl-iUy  chick;  thoracic  region. 
Note  intervertebral  c<insiHrtions  o(  the  notochonl.    The 
anterior  eraj  of  the  section  is  nbove. 
N.,  Spinal  nerve.     Symp.,  Part  of  sympathellc  cord.   v.  C., 

Retpon  of  pteurocentrtim,  in  which  the  formstioD  of  canilago 

haa  begun.     Other  abbrevialiona  aa  in  Fig.  232. 

The  parts  of  the  vertebra;  formed  in  the  membranous  stage 
are  as  follows:  (1)  The  vertebral  body  is  formed  by  tissue  of 
l»th  vertebral  components  that  grows  around  the  perichordal 
sheath:  (2)  a  membranous . process  (neural  arch)  extends  from 
the  vertebral  body  dorsally  at  the  sides  of  the  neural  canal:  but 
the  right  and  left  arches  do  not  yet  unite  donialiy;  (3)  a  lateral 
or  costal  process  exteniis  out  laterally  and  caudally  (Fig.  233) 
from  the  vertebral  liody  between  the  successive  myotomes. 

The  union  of  the  right  and  l  components 
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(caudal  sclerotome  hal\"fis)  beneath  the  notochonJ  is  known  as 
the  Bubnolochordal  bar  (Froriep).  It  forms  earlier  than  tie 
ramaiocler  of  the  body  of  the  vertebra  and  during  the  merabraiinui 
Btage  is  thicker,  thug  forming  a  ventral  projection  at  the  cephalic 
end  ot  the  vei-tehral  \mdy  that  is  very  conspictious  (Fig.  23a). 


It  chondrifies  separately  from  the  vertebral  body  and  earlier. 
Except  in  the  case  of  the  first  vertebra  it  fuses  subsequently 
with  the  remainder  of  the  vertebral   body,  and  disappears  a-s 
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a  separate  component.     Schauiiisland  has  interpreted  it  as  the 
homoiogue  of  the  hamal  arches  of  reptilia  {e.g.,  Sphenodon). 

The  membrane  represents  not  only  the  future  bony  parts 
but  the  ligaments  and  periosteum  as  well.  Hence  we  find  that 
the  successive  membranous  vertebne  are  not  separate  structures 
but  are  united  by  membrane,  i.e.,  condensed  mesenchyme,  and 
are  distinguish  able  from  the  future  ligaments  at  first  only  by 
greater  condensation.  In  the  stage  of  Fig.  233,  chondrification 
has  already  begun  in  the  vertebral  body,  hence  there  is  s  sharp 


Fio.  235.  —  Median  sa^ttal  section  of  the  oervical  region  at 
tbcpttduflheBixthdayof  incubalion.  (Att*rFroriep.)i40. 
1).0.,  Basis  cranit.  i'v.  L.  1,2,3.  First,  second,  and  third 
intervertebral  liKanienls.  B,  n.  h.  1,2,3,4,  First,  accond,thinl, 
mid  fourth  milinolnehonial  hara  (hypocentra).  v.  C  3,  4, 
Plcurocenlra  oF  third  anil  fourth  vertebne. 

distinction  in  this  region  l>ctween  the  vertebral  body  and  inter- 
vertebral discs.  The  renfcra  of  chondrification,  however,  grade 
into  the  incniliranous  costal  processes  and  neural  arches. 

The  vertebral  .segmentation  has  now  Income  predominant  as 
contra.st(-d  with  the  primitive  sonutic. 

The  development  of  the  vertebrffi  during  the  fifth  day  eum- 
priscx:  (1)  l-'asion  of  succesBive  ca'"  '  "'ic  divisions  of 
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the  sclerotomes  to  form  the  definite  vertebrae;  (2)  union  of  the 
cephalic  vertebral  arches  beneath  the  notochord  to  form  the 
siibnotochordal  bar;  (3)  origin  of  the  membranous  vertebral 
bodies  and  of  the  neural  arch  and  costal  processes. 

Chondrification,  or  development  of  cartilage,  sets  in  from  the 
following  centers  in  each  vertebra:  (1)  the  cephalic  neural  arches 
and  siibnotochordal  bar,  forming  a  horseshoe-shaped  cartilage 
at  the  cephalic  end  of  each  vertebra;  (2)  and  (3)  right  and  left 
centers  in  the  body  of  each  vertebra  behind  the  subnotochordal 
bar,  which  soon  fuse  around  the  notochord;  (the  subnotochordal 
bar  probably  corresponds  to  the  hypocentrum,  and  the  lateral 
centers  (2  and  3)  to  the  pleurocentra  of  palaeontologists) ;  (4)  and 
(5)  centers  in  each  costal  process  (Figs.  235  and  236).  These 
centers  are  at  first  separated  by  membrane,  but  except  in  the 
case  of  the  costal  processes,  which  form  the  ribs,  the  cartilage 
centers  flow  together.  The  neural  arches  end  in  membrane 
which  gradually  extends  dorsally  around  the  upper  part  of  the 
neural  tulie,  finally  uniting  above  with  the  corresponding  arches 
of  the  other  side  to  form  the  membrana  reuniens.  The  chondri- 
fication follows  the  extension  of  the  membrane.  During  this 
time  the  transverse  processes  of  the  neural  arch  and  the  zygo- 
pophyses  are  likewise  formed  as  extensions  of  the  membrane. 

The  distinction  that  some  authors  make  between  a  primary- 
vertebral  body  formed  by  chondrification  within  the  perichordal 
sheatii,  and  a  secondary  vertebral  body  formed  by  the  basal 
ends  of  tiio  arches  surrounding  tiie  primary,  is  not  a  clear  one 
in  the  case  of  the  chick. 

On  tiio  seventh  and  eighth  days  the  process  of  chondrifica- 
tion extends  into  all  |)arts  of  the  vertebra;  the  entire  vertebra 
is,  in  fact,  hiid  down  in  cartihige  on  the  eighth  day,  although  the 
neural  spine  is  sonu^what  membranous.  Fig.  237  shows  tiie 
right  side  of  four  trunk  vertebra^  of  an  eight-day  chick,  prepared 
acconlinir    to    the    methylene  blue  method   of   Van  Wijhe.      The 


Fk;.  2'M\.        Frontal  section  of  the  vort('l)ral  column  and  neighboring  struc- 
tures of  a  (>-(lay  chick.     Tppcr   thoracic  region.     Note  s(»parate   centers 
of  chondrification  of  the  neural  arch,  centrum,  and  costal  processes.      An- 
t<Tior  end  (»f  s<'ction  al>ove. 
H.  n.  A.,   Bas<'  of  neural  arch.     br.  X.  1,  2,  3,  First,  second,  and  thin! 
brachial    nerves.     Cp.    H.,    Capitulum    of   rib.     iv.    I).,    Intervertebral    di.sc. 
Mu.,  Muscles.     X.  \.,  Neural  arch.     T.  U..  Tul)erculum  of  rib.      V.  C.,  Cen- 
trum c.C  vert«'l)ra.      Other  al)l»reviations  a>  l>efore. 
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iiotochord    runs   continuously   through    the    centra    of 
vertehne  shown.     It  is  constricted  intra vertebrallv  and  € 
intervertebrally,  so  that  the  vertebral  bodies  are    ampl 
The  intervertebral  discs  are  not  shown.     Eacli  vertebral 
consists  of  united  cephalic  and  caudal  part^;  the  an*he 
fmm  the  centra  are  likewise  double,  but  the  Ciiiidal  cm 
diminishes   posteriorly   and   is  incomplete    in    the    Ia.st 
shown.     A  pre-  and  postzygapophysis  is  formed  on  each 
As  it  is  jx)ssible  to  follow  the  sclerotomal  conip«:>nent 
primitive  vertebrae  up  to  this  stage  continuously,  there 
no  reasonable  doubt  that  they  correspond  to  the  division 
by  the  staining  in  the  cartilaginous  vertebrae  of  Fig.  2.'^ 


Vm.  2'M.  — The  right  side  of  four  bist^ctwl  vertebra?  of  tho  tninl 

of  an  8-<lay  chick.     (After  Schauinslami.) 

caud.   V.  A.,  Caudal  division  of  vertebnil  arch.     ceph.    v.  A. 
Cephalic  division  of  vertebnd  arch.     N'ch.,  Notochord. 

successive  vcrt('i)ra»  have  i)ersistent  membranous  (M»nnect 
the  re<ri()ns  of  the  neural  spines,  zy^aix)physes  and  eontra. 
are  shown  in  Kiics.  2'AS  and  2'M)  (cf.  alsc)  Fig.  1.5()';  thev  a 
tinnous  with  the  }>erichon(lrinni  and  all  are  dt^ived  from  i; 
drified  pnrts  of  the  ori«rinal  nienihran<nis  vertebrae 

Atlas  and  Axis  (epistropheus^  The  tii-st  and  .<or«»nil 
bra'  aiTHM'  witli  tiie  othei*s  in  the  membranous  staiie.  H:; 
(•hon(lrificati<»n  set>  in. the  hy]H»ciiordal  barof  the  tii'^t  \'t  :■!♦■: . 
not  Ui^i'  with  tlie  ImhIv.  Im-j  remains  separate  and  f'-r::.--  !• 
il'iixs.  L\'vS  and  '2'M^\  The  •  M,:y  oi  the  tii^t  vertebr:;  .■••.. .^ 
H'par:itelv  and  is  att:j<-li(Nl  :  v  !!.t.'::'.bra!H^  to  tlie  ;;:;*«  ::..- 
the  lioily  nf  tlie  second  ve::«  : T:;.  :>  ;'!>^<en!":!'.i:  in  :*;.;■''  tIk' 
tnid  prnct-^  t'[  the  latter.  1:  :.;.-  '...tit  a  m  parato  rfiitt  :•  , 
tiraticn.  l-'it  f'lses  snb-i  <;■.«'. -'.y  \\::::  the  b  '  of  the  j 
vrvtebra.  innniniT  the  o.  :•■:.;<  ".  :  :  :.-r^<  •  Fiir. 
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Foimatioa  of  Vertebral  Articulations.  In  the  pourse  of  develop- 
mpnt  the  intervertebral  discs  differentiate  into  a  [jeripheral  inter- 
vertebral lif^iiment  and  a  central  suspensory  ligament  which  at  first 
contains  remains  of  the  notochortl.  There  is  a  synovial  cavity 
between  the  intervertebral  and  suspensory  ligaments.  This  dif- 
ferentiation takes  place  by  a  process  of  loosoning  and  resorption 


1 


Fi(i.  218       Media    sag    a]  scr   oa  of    h    luutu 
erani   an  I  fimt  Ihrt-c       rUlral  c      ra  of  an 
8-(luy    hck 
B  C   Basi-CTunial  cariJajie  D  1      3  4, 

First    gecond    th  nl    nnd  fourth    inlpnerttl:  ral 
dines     N  T   Floor  of  ne  raltut  e     »  n  b  I 
First  and  second   subnotoehordal   1  ara      \     C 
1,2   3  Frs     Heconl   and  Ih  td  pie  roccntra 

of  cells  just  external  to  the  perichordal  sheath  (Fig.  241).     The  in- 

ter\ertebrnl  ligament  takes  the  form  of  paired,  fibrous  menisci,  or,  in 

her  words,  the  inter\-ertebral  ligaments  are  incomplet*  around 

■odies  of  the  vertebrie  dorsally  and  ventrally  (Schwarck), 

'cation   is   well   advanced   in   the   clavicles,  long   bones, 
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and  membrane  bones  of  the  skull  before  it  begins  in  the  vertebra. 
It  takes  place  in  ant«ro  posterior  order  so  that  a  series  of  stage* 
may  be  followed  m  a  Mngle  embrjo  (cf  Fig  242)  There  jre 
three  mam  centers  for  each  vertebra  viz  one  in  the  bod^  an  i 
one  in  each  neural  arch     The  ossification  of  the  centrum  is  almost 


II         B  (     B 

M  J    Oil.  Miiliillii  o1.1«.riK;.i;i: 
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pnfiroly  ciuldi'liDrnlriil,  thoufrh  truces  of  perichondral  nssifiralinn 
may  l>o  found  on  the  ventral  and  dorsal  stirfacps  of  each  centnim 
befoif  Iho  oiul("-lii>ndral  ossificatinii  sets  in.  Tlic  rxTichon.iral 
renters  siiiiri  cense  activity.  Tlie  eiiiloeliondral  renters  ari.'^e 
just  ontside  the  |>crichnrilal  sh<>atb  near  t!ie  center  i)f  eaeh  ver- 
tebra i>]\  each  side  of  tlie  middle  lino,  but  soon  fuse  around 
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notochord,  and  rapidly  spread  in  all  directions,  but  particularly 
towards  the  surface,  leaving  cartilaginous  ends  (Fig.  241).  The 
notochord  is  gradually  reduced  and  exhibits  two  constrictions 


J-'io.  240.  —  The  first  cervical  vertebrae  of  a  yoiiiiK 
embryo  of  Hatiplsna  fuliginosa.     (Aft«r  Schauine- 
tand.) 
s.n.b.  1,2,  Finitand  second  subnotochonlsl  bars. 

R.:i,  4, 5, 6,  Ribs  of  the  third,  fourth,  fifth,  and  sixth 

ccr%'icul  vertebne, 

and  thiBO  enlargements  within  each  centrum.  The  main  en- 
largement occupies  the  center  and  the  two  smaller  swellings  the 
cartilaginous  end.s,  the  constriction  occurring  at  the  junction  of 
the  ossified  arejis  and  cartilaginous  ends  (Fig.  241). 


Flu.  241.  —  Seclion  throu)ch  the  Ixuly  of  a  ccr- 

vieal  vertebra  of  a  chick  embryo  of  a1>oiit  12 

days,     (.\flcr  Schwarck.) 

1,  Endochondral   ossifjcation,     2,  .Vrticidar 

c:irl  ilnjEi's.     .i.  Xolochord.     4,  Loosening  of  cells 

of  the  intervertebral  disc,  fortninjt  a  sj-novial 

cavity,     ii,   J'eriDsteuni.     C.    I.if;Hnienttim   sus- 

<ieniN>riuiii  surrounding  the  notochord. 
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The  centers  of  ossification  in  the  neural  arches  arise  from 
the  perichondrium  a  short  distance  above  the  body  of  the  ver- 
tebra, and  form  bony  rings  about  the  cartilaginous  arch.  They 
gradually  extend  into  all  the  processes  of  the  neural  arch.  Thus 
the  neural  arches  are  separated  from  the  vertebral  centra  by  a 
disc  of  cartilage  which  is,  however,  finally  ossified,  fusing  the 
arches  and  centra.  At  what  time  this  occui^,  and  at  what 
time  endochondral  ossification  begins  in  the  arches,  is  not 
known  exactlv  for  the  chick. 

The  vertebral  column  of  birds  is  characterized  by  an  extensiN-e 
secondary  process  of  coalescence  of  vertebrae.  Thus  the  two 
original  sacral  vertebra  coalesce  with  a  considerable  number  of 
vertebrae,  both  in  front  and  behind,  to  form  an  extensive  basis 
of  support  for  the  long  iliac  bones.  The  definitive  sacrum  mav 
be  divided  into  an  intermediate  primary  portion  composed  of 
two  vertebrae,  an  anterior  lumbar  portion,  and  a  posterior  caudal 
portion.  The  development  of  these  fusions  has  not  been,  appar- 
ently, worked  out  in  detail  for  the  chick.  The  bony  centers  are 
all  separate  on  the  sixteenth  day  of  incubation  (cf.  Fig.  249). 
Similarly,  the  terminal  caudal  vertebrae  fuse  to  form  the  so-called 
pygostyle,  which  furnishes  a  basis  of  support  for  the  tail  feathers. 

III.    Development  of  the  Ribs  and  Sterx.\l  Apparati's 

In  tiie  membranous  stasje  of  the  vertebral  column,  all  of  the 
trunk  vertebrif  possess  membranous  costal  processes  the  subse- 
quent history  of  which  is  different  in  different  regions.  In  the 
cervical  region  these  remain  relatively  short,  and  subsequently 
acquire  indei)endent  centei*s  of  chondrifieation  and  ossification. 
The  last  two  cerviral  ribs,  however,  acquii'e  considerable  len^^-th 
In  the  re<z:i<)n  of  the  thorax,  the  membranous  costal  processes 
grow  ventralward  between  the  successive  myotomes  and  finally 
unite  in  the  formation  of  the  sternum  (q.v.).  In  the  lumbar  anrl 
sacral  regions  the  membranous  costal  processes  i-emain  short. 
The  primary  costal  process  is  an  outgrowth  of  the  membranous 
centrum,  corresponding  in  position  to  the  capitulum  of  the 
definitive  ril).  The  tuhercuhim  arises  from  the  primarv  costal 
process  wliile  the  latter  is  still  in  the  membranous  condition  and 
grows  dorsalward  to  unite  with  the  neural  arch  in  the  region  of 
the  transverse  process.     (See  I'^ig.  2'M\.) 

The  centers  of  chondrification  and  ossification  of  the  typical 
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ribs  (cervical  and  thoracic)  arise  a  short  distance  lateral  to  the 
vertebral  centers,  with  which  they  are  connected  only  by  the 
intervening  membrane,  which  forms  the  vertebro-costal  liga- 
ments.    Chondrification  then  proceeds  distally. 

The  cervical  ribs  chondrify  from  a  single  center.  The  thoracic 
ribs  have  two  centers  of  chondrification;  a  proximal  one,  corre- 
sponding to  the  vertebral  division  of  the  rib,  and  a  distal  one 
corresponding  to  the  sternal  division.  The  lumbar  and  sacral 
membranous  costal  processes  do  not  chondrify  separately  from 
the  vertebral  bodies;  if  they  persist  at  all,  therefore,  they  appear 
as  processes  of  the  vertebrae,  and  are  not  considered  further. 

In  the  fowl  the  atlas  does  not  bear  ribs,  and  in  the  embryo  the  primary 
costal  processes  of  this  vertebra  do  not  chondrify.  The  second  to  the 
fourteenth  vertebrae  bear  short  ribs,  with  capitulum  and  tuberculum 
bounding  the  vertebra rterial  canal.  The  fourteenth  is  the  shortest  of 
the  cervical  series.  The  fifteenth  and  sixteenth  vertebrae  bear  relatively 
long  ribs,  but,  as  these  do  not  reach  the  sternum,  they  are  classed  as 
cervical.  The  entire  embryonic  history',  however,  puts  them  in  the 
same  class  as  the  following  sternal  ribs;  on  an  embryological  basis  they 
should  be  elasse<l  as  incomplete  thoracic  ribs.  They  possess  no  sternal 
division,  but  the  posterior  one  has  an  uncinate  process  like  the  true  tho- 
racal ribs.  The  following  five  pairs  of  ribs  (vertebrae  17-21)  possess 
vertebral  and  sternal  portions,  but  the  last  one  fails  to  reach  the  sternal 
rib  in  front  of  it. 

The  vertebral  and  sternal  portions  of  the  true  thoracal  ribs 
meet  at  about  a  right  angle  in  a  membranous  joint.  This  bend 
is  indicated  in  the  membranous  stage  of  the  ribs. 

The  membranous  ribs  growing  downwards  and  backwards 
in  the  wall  of  the  thorax  make  a  sudden  bend  forward,  and  their 
distal  extremities  fuse  (seven  and  eight  days)  in  a  common  mem- 
branous expansion  (primordium  of  the  sternum),  which,  however, 
is  separated  from  the  corresponding  expansion  of  the  opposite 
side  by  a  considerable  area  of  the  body-wall. 

The  vertebral  and  sternal  portions  of  the  ril)s  ossify  separately; 
the  ossification  of  the  ribs  is  exclusively  perichondral  up  to  at 
least  the  sixteenth  day  (cf.  Fig.  242). 

The  uncinate  processes  were  not  formed  in  any  of  the  embryos 
studied.  Apparently  they  arise  as  separate  membranous  ossi- 
fications after  hatching. 

The  sternum  takes  its  origin  from  8 
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nam  ftmned  by  tlw  toAm  of  the  distal  raids  of  the  Sat  lem 
tmt  thonMsal  rit»;  tlw  fifth  pur  of  thonwtal  rifaa  does  not  tde 
put  in  the  fbrnution  of  the  Btemum.  The  Btemmn  thOB  arins 
M  two  diatinet  halves,  irfueh  lie  at  fint  in  the  wall  of  the  thonx 
at  the  poaterior  end  of  the  pericardial  cavity  (eight  days).  The 
F  the  Btemal  fwimordia  is  dorso-ventnU,  the 


Fig.  242.  —  FhoUigraph  of  the  skeleton  of  a  IS-day 

chick  embryo.     Prepared  by  the  potash  method. 

(Preparation  and  photograph  by  Roy  L.  Hoodie.) 

1,  Premaxilla.    2.  Nasnl,    3.  Lachrvmal.    i,  Para- 

aph<>noiil.     .).  Frontal.     6,  Squamosal.     7,  Parietal. 

8,  F.xoccipital.     H.  Cervical   rib.     10.  CoraroW.     tl. 

Scapula.   12,  Humerus.    13.  Ilium.    14.  Ischium.   15, 

Pubis.     16.  Metatarsus.     17.  Tibiolibula.    18.  I^U- 

Une.     19.  Jugal.    30,  MaxilU.    21.  Claride. 

ventral  extremities  corresponding  to  the  anterior  end  of  the  definj- 
tiip-e  sternum,  which  is  formed  by  concrescence  of  the  lateral  Iw 
in  the  middle  line  beginning  at  the  anterior  end.  — •!» 
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then  proceeds  posteriorly,  as  the  dorsal  ends  of  the  primordia 
rotate  backwards  and  downwards  towards  the  middle  line. 

Although  there  are  two  lateral  centers  of  chondrification, 
these  soon  fuse.  The  carina  arises  as  a  median  projection  very 
soon  after  concrescence  in  any  region,  and  progresses  backwards, 
rapidly  following  the  concrescence.  There  is,  therefore,  no  stage 
in  which  the  entire  sternum  of  the  chick  is  ratite,  though  this 
condition  exists  immediately  after  concrescence  in  any  region. 
The  various  outgrowths  of  the  sternum  (episternal  process,  antero- 
lateral and  abdominal  processes),  arise  as  processes  of  the  mem- 
branous sternum  and  do  not  appear  to  have  independent  centers 
of  chondrification. 

The  sternum  ossifies  from  five  centers,  viz.,  a  median  anterior 
center  and  paired  centers  in  the  antero-latQral  and  abdominal 
processes.  The  last  appear  about  the  seventeenth  day  of  incu- 
bation. On  the  nineteenth  day  a  point  of  ossification  appears 
at  the  base  of  the  anterior  end  of  the  keel.  At  hat<»hing  centers 
also  appear  in  the  antero-lat^ral  processes.  The  centers  gradually 
extend,  but  do  not  completely  fuse  together  until  about  the  third 
month.  The  posterior  end  of  the  median  division  of  the  sternum 
remaias  cartilaginous  for  a  much  longer  period.  In  the  duck 
and  many  other  birds  there  are  only  two  lateral  centers  of  ossifi- 
cation; the  existence  of  five  centers  in  the  chick  is,  therefore, 
probably  not  a  primitive  condition. 

IV.   Development  of  the  Skull 

The  skull  arises  in  adaptation  to  the  component  organs  of 
the  head,  viz.,  the  brain,  the  sense  organs  (nose,  eye,  and  ear) 
and  cephalic  visceral  organs  (oral  cavity  and  pharynx);  it  thus 
consists  primarily  of  a  case  for  the  brain,  capsules  for  the  sense 
organs,  and  skeletal  bars  developed  in  connection  with  the  mar- 
gins of  the  mouth  and  the  visceral  arches.  In  the  chick, 
the  primordia  of  the  auditory  and  olfactor\'  capsules  are  con- 
tinuous (lb  initio  with  the  primordial  cranium;  the  protecting  coat 
of  the  eye  (sclera)  never  forms  part  of  the  skull.  Therefore,  we 
may  consider  the  development  of  the  skull  in  two  sections,  first 
the  dorsal  division  associated  with  brain  and  sense  organs  (neuro- 
craniuni).  and  second,  the  visceral  division  or  splanchnocranium. 
Mthougii  the  investment  of  the  eyes  forms  no  part  of  the  skull, 
the  eves  exert  an  inmiense  effect  on  the  form  of  the  skull. 
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Development  of  the  Cartilaginous  or  Primordial  Cnuitiim. 
(1)  The  Neurocranium.  The  neurocranium  is  derived  from  the 
mesenchyme  of  the  head,  the  origin  of  which  has  been  described 
previously.  The  mesenchyme  gradually  increases  in  amount  and 
forms  a  complete  investment  for  the  internal  oigans  of  the  head. 
It  is  not  all  destined,  however,  to  take  part  in  the  formation  of 
the  skeleton,  for  the  most  external  portion  forms  the  derma  and 
subdermal  tissue;  and,  internal  to  the  skeletogenous  layer,  the 
membranes  of  the  brain  and  of  the  auditory  labyrinth,  etc.,  are 
formed  from  the  same  mesenchyme. 

The  notochord  extends  forward  in  the  head  to  the  h3rpophyBis 
(Figs.  67,  88,  etc.),  and  furnishes  a  basis  for  division  of  the 
neurocranium  into  chordal  and  prechordal  regions.  Within  the 
chordal  division  again,  we  may  distinguish  pre-otic,  otic,  and 
post-otic  r^ons  according  as  they  are  placed  in  front  of,  around, 
or  behind  the  auditory  sac.  The  part  of  the  postotic  r^im 
behind  the  vagus  nerve  is  the  only  part  of  the  neurocranium 
that  is  primarily  s^mental  in  origin.  The  sclerotomes  of  the 
first  four  somites  (Figs.  63  and  117)  form  this  part  of  the  skull; 
and  at  least  three  neural  arches,  homodynamous  with  the  verte- 
bral arches,  are  formed  in  an  early  stage,  but  fuse  together  while 
still  membranous,  leaving  only  the  two  pairs  of  foramina  of  the 
twelfth  cranial  nerve  as  evidence  of  the  former  segmentation.  It 
is  also  stated  that  membranous  costal  processes  are  found  in 
connection  with  these  arches,  but  they  soon  disappear  without 
chondrifying. 

The  primordial  neurocranium  is  performed  in  cartilage  and 
corresponds  morphologically  to  the  cranium  of  cartilaginous 
fishes.  However,  it  never  forms  a  complete  investment  of  the 
brain;  except  in  the  region  of  the  tectum  synoticum  it  is  wide 
open  dorsally  and  laterally.  It  is  subsequently  replaced  bv 
bone  to  a  very  great  extent,  and  is  completed  and  reinforced 
by  numerous  membrane  bones. 

The  neurocranium  takes  its  origin  from  two  quite  distinct 
primordia  situated  below  the  brain,  viz.,  the  parachordals  and 
the  trabeoulsB.  The  former  develop  on  each  side  of  and  around 
the  notochord,  being  situated,  therefore,  behind  the  cranial 
flexure  and  beneath  the  mid-  and  hind-brain;  the  trabeculae  are 
prechordal  in  position,  being  situated  beneath  the  twixt-brain 
and  cerebral  hemispheres,  and  extending  forward  through  the 
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interorbital  region  to  the  olfactory  sacs.  It  is  obvious,  therefore, 
that  the  parachordals  and  trabeculae  must  form  with  relation  to 
one  another  the  angle  defined  by  the  cranial  flexure. 

The  parachordals  appear  in  fishes  as  paired  structures  on 
either  side  of  the  notochord,  uniting  secondarily  around  the 
latter;  but  in  the  chick  the  perichordal  portion  is  formed  at  the 
same  time  as  the  thicker  lateral  portions,  so  that  the  parachordals 
exist  in  the  form  of  an  unpaired  basilar  plate  from  the  first.  The 
trabeculflB  are  at  first  paired  (in  the  earliest  membranous  condi- 
tion), but  soon  fuse  in  front,  while  the  posterior  ends  form  a  pair 
of  curved  limbs  (fenestra  hypophyseos)  that  surrounds  the  infun- 
dibulum  and  hypophysis,  and  joins  the  basilar  plate  behind  the 
latter.  At  the  same  time  that  the  parachordals  and  trabeculse 
are  formed  by  condensations  of  mesenchyme,  the  latter  con- 
denses also  around  the  auditory  sacs  and  olfactory  pits  in  direct 
continuity  with  the  parachordals  and  trabeculae  respectively;  so 
that  the  auditory  and  olfactory  capsules  are  in  direct  continuity 
with  the  base  of  the  neurocranium  from  the  beginning. 

Chondrification  begins  in  the  primordial  cranium  about  the 
sixth  day;  it  appears  first  near  the  middle  line  on  each  side,  and 
extends  out  laterally.  Somewhat  distinct  centers  corresponding 
to  the  occipital  sclerotomes  may  be  found  in  some  birds,  but 
they  soon  nm  together,  and  the  entire  neurocranium  forms  a 
continuous  mass  of  cartilage  (sixth,  seventh,  and  eighth  days). 

During  this  process  the  trabecular  region  increases  greatly  in 
length  simultaneously  with  the  outgrowth  of  the  facial  region, 
and  the  angle  defined  by  the  cranial  flexure  becomes  thus  appar- 
ently reduced.  The  posterior  border  of  the  fenestra  hypophyseos 
marks  the  boundary  between  the  basilar  plate  and  trabecular 
region. 

In  the  region  of  the  basilar  plate  the  following  changes  take 
place:  (1)  in  the  post-otic  or  occipital  region  a  dorso-lateral 
extension  (Fig.  244)  fuses  with  the  hinder  portion  of  the  otic 
capsule,  thus  defining  an  opening  that  leads  from  the  region  of 
the  cavity  of  the  middle  ear  into  the  cranial  cavity  (fissure  met- 
otica).  This  expansion  is  pierced  by  the  foramina  of  the  ninth 
tenth  and  eleventh  nerves.  (2)  The  otic  region  becomes  greatly 
expanded  by  the  enlaigement  of  the  membranous  labyrinth.  The 
cochlear  pn  Uy  and  towards  the  middle  line  and 

thus  *  "jhordal  region   (Fig.   168).     The 
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posterior  region  of  the  otic  capBiile  expands  doisally  aboine  the 
hind-brain,  and  forms  a  bridge  of  cartilage  extending  from  one 
capsule  to  the  other,  known  as  the  tectum  synoHcum  (Fig.  244, 
33).  (3)  The  preotic  region  expands  laterally  and  doisally  in 
the  form  of  a  wide  plate  (alisphenoidal  plate)  which  is  expanded 
transversely,  and  thus  possesses  an  anterior  face  bounding  the 
orbit  posteriorly  and  a  posterior  face  forming  part  of  the  anterior 
wall  of  the  cranial  cavity.  This  plate  arises  first  between  the 
ophthalmic  and  maxillo-mandibular  branches  of  the  trigeminus, 
and  subsequently  sends  a  process  over  the  latter  that  fuses  with 
the  anterior  face  of  the  otic  capsule,  thus  establishing  the  foramen 
prooticum. 

For  an  account  of  numerous  lesser  changes,  the  student  is  referred 
to  Gaupp  (1905),  and  the  special  literature  (especially  Parker,  1869). 
The  various  foramina  for  the  fifth  to  the  twelfth  cranial  nerves  are 
defined  during  the  process  of  chondrification;  the  majority  of  these  are 
shown  in  the  figures. 

The  trabecular  region  may  be  divided  into  interorbital  and 
ethmoidal  (nasal)  regions.  The  basis  of  the  skeleton  in  this 
region  is  formed  by  the  trabecule  already  described.  The  median 
plate  formed  by  fusion  of  the  trabecule  extends  from  the  pituitary 
space  (fenestra  hypophyseos)  to  the  tip  of  the  head;  a  high  median 
keel-like  plate  develops  in  the  interorbital  and  intemasal  regions 


Fig.  243.  —  Skull  of  an  embryo  of  65  mm.  length;  right  side.  Membrane 
bones  in  yellow.  Cartilage  in  blue.  (Drawn  from  the  model  of  W.  Tonkoff ; 
made  by  Ziegler.) 

Fig.  244.  —  View  of  the  base  of  the  same  model. 

243-244.  —  1,  Squamosum.  2,  Parietale.  3,  Capsula  auditiva.  4.  Cap- 
sula  auditiva  (cochlear  part).  5,  Fissura  metotica.  6,  Epibranchial  CArtila>^. 
7,  Sphenolat^ral  plate.  8,  Foramen  pro5ticum.  9,  Columella.  10,  Otic  pro- 
cess of  quadratum.  1 1 ,  Basitemporal  (postero-lateral  part  of  the  parasphenoid ). 
12,  Articular  end  of  Meckel's  cartilage.  13,  Angulare.  14,  Supra-angulare.  15, 
Dentale.  16,  Skeleton  of  tongue.  17, Pterygoid.  18,  Palatme.  19,  Rostrum 
of  parasphenoid.  20,  Quadrato-jugal.  21,  Jugal  (zygomaticum).  22,  Vomer. 
23,  Maxilla.  24,  Premaxilla.  25,  Anterior  turbinal.  26,  Posterior  turbinal. 
27,  Nasale.  28,  Prefrontal  (lachrymale).  29,  Antorbital  plate.  30,  Interor- 
bital foramen.  31,  Interorbital  septum.  32,FrontAle.  33, Tectum  synoticuni. 
34,  Foramen  magnum.  35,  Prenasal  cartilage.  36.  Orbital  process  of  qiiad- 
rato.  37,  Articular  process  of  Quadrate.  38,  Fenestra  basicranialis  posterior. 
39,  Chorda.  IX,  Foramen  glossopharyngci.  X,  Foramen  vagi.  XII,  Foni- 
mina  hypK)glossei. 

Fig.  245.  —  Visceral  skeleton  of  the  same  model. 

1,  Dentale.  2,  Operculare.  3,  Angulare.  4,  Supra-angulare.  5.  Meckel's 
cartilage.  6,  Entoglossum  (cerato-hyal).  7,  Copula  (1).  8,  Pharyngo- 
branchial  (1).     9,  Epibranchial.     10,  Copula  (2). 
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and  fuses  with  the  trabeculaD,  forming  the  septum  interorbitale 
and  septum  nasi  (Fig.  243).  The  free  posterior  border  of  this 
plate  lies  in  front  of  the  optic  nerves;  an  interorbital  aperture 
arises  in  the  plate  secondarily  (Fig.  243). 

In  the  ethmoidal  region  the  septum  nasi  arises  as  an  anterior 
continuation  of  the  interorbital  plate;  and  the  trabecular  plate 
is  continued  forward  as  a  prenasal  cartilage  in  front  of  the  olfac- 
tory sacs.  Curved,  or  more  or  less  rolled,  plates  of  cartilage 
develop  in  the  axis  of  the  superior,  middle,  and  inferior  turbinals 
(see  olfactory  organ),  and  these  are  continuous  with  the  lateral 
wall  of  the  olfactory  capsules,  which  in  its  turn  arises  from  the 
dorsal  border  of  the  septum  nasi  (Figs.  243  and  244). 

(2)  The  Origin  of  the  Visceral  Chondrocranium  (Cartilaginous 
Splanchnocranium).  The  visceral  portion  of  the  cartilaginous 
skull  arises  primarily  in  connection  with  the  arches  that  bound 
the  cephalic  portion  of  the  alimentary  tract,  viz.,  oral  cavity 
and  pharynx.  In  the  chick,  cartilaginous  bars  are  formed  in 
the  mandibular  arch,  hyoid  arch,  and  third  visceral  arch.  In 
fishes,  the  posterior  visceral  arches  also  have  an  axial  skeleton, 
but  in  the  chick  the  mesenchyme  of  these  arches  does  not  develop 
to  the  stage  of  cartilage  formation.  The  elements  of  these  arches 
are  primarily  quite  distinct.  The  upper  ends  of  the  mandibular 
and  hyoid  skeletal  arches  are  attached  to  the  skull;  and  the  lower 
ends  of  the  three  arches  concerned  meet  in  the  middle  line.  Two 
medial  elements  or  copuhe  are  formed  in  the  floor  of  the  throat, 
one  l)ehind  the  angle  of  the  hyoid  arch,  and  one  behind  the 
third  visceral  arch  (Fig.  245). 

Mandibular  Arch.  Two  skeletal  elements  arise  in  the  man- 
dibular arch  on  each  side,  a  proximal  one  (the  palato-quad- 
rate)  and  a  distal  one  (Meckel's  cartilage).  The  former  Is 
relatively  compressed,  and  the  latter  an  elongated  element  (Fig. 
243,  10).  The  palato-quadrate  lies  external  to  the  antero-ver- 
tral  part  of  the  au(Utor\'  capsule,  and  soon  develops  a  triradiate 
form.  The  pmcesses  are:  the  processus  oticus,  which  applies 
itself  to  the  auditor\'  capsule,  the  processus  articularis,  which 
furnishes  the  articulation  for  the  lower  jaw,  and  the  processus 
orbitidi'i,  which  is  directed  anteromediallv  towards  the  orbit. 
A  small  nodule  of  cartilage  of  unknown  significance  lies  above 
the  junction  of  the  processus  oticus  and  otic  labyrinth.  Meckel's 
cartilage  is  the  primary  skeleton  of  the  lower  jaw,  corresix)nding 
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to  the  definitive  lower  jaw  of  selachians.  It  consists  of  two 
rods  of  cartilage  in  the  rami  of  the  mandibular  arch,  which  articu- 
late proximally  with  the  processus  articularis  of  the  palato- 
quadrate  cartilage,  and  meet  distally  at  the  symphysis  of  the 
lower  jaw.  The  form  of  the  articulation  of  the  lower  jaw  is  early 
defined  in  the  cartilage  (seven  to  eight  days). 

Hyoid  Arch.  The  skeletal  elements  of  the  hyoid  arch  consist  of 
proximal  and  distal  pieces  (with  reference  to  the  neurocranium) 
which  have  no  connection  at  any  time.  The  former  are  destined  to 
form  the  columella,  and  the  latter  parts  of  the  hyoid  apparatus. 
The  columella  apparently  includes  two  elements  (in  Tinnunculus 
according  to  Suschkin,  quoted  from  Gaupp):  a  dorsal  element, 
interpreted  as  hyomandibular,  in  contact  with  the  wall  of  the 
otic  capsule,  and  a  small  element  (stylohyal)  beneath  the  former. 
The  two  elements  fuse  to  form  the  columella,  the  upper  end  of 
which  is  shown  in  Fig.  168.  The  stapedial  plate  (operculum  of 
the  columella)  is  stated  to  arise  in  Tinnunculus  from  the  wall 
of  the  otic  capsule,  being  cut  out  by  circular  cartilage  resorption 
and  fused  to  the  columella. 

The  distal  elements  of  the  hyoid  arch  consist  of  (1)  a  pair 
of  ceratohyals,  which  subsequently  fuse  in  the  middle  line  to 
form  the  entoglossal  cartilage,  the  proximal  ends  remaining  free  as 
the  lesser  cornua  of  the  hyoid,  and  (2)  a  median  unpaired  piece 
(copula  I  or  basihyal)  behind  the  united  ceratohyals  (Fig.  245). 

First  Branchial  Arch.  The  skeletal  elements  of  the  third  visceral 
(first  branchial)  arch  are  much  more  extensive  than  those  of  the 
hyoid  arch.  They  are  laid  down  as  paired  cerato-  and  epi-branchial 
cartilages  on  each  side,  and  an  unpaired  copula  II  (basibranchial  1) 
in  the  floor  of  the  pharynx,  in  the  angle  of  the  other  elements 
(Fig.  245).  The  cerato-  and  epibranchials  increase  greatly  in 
length,  and  form  the  long  curved  elements  (greater  cornua)  of  the 
hyoid,  which  attain  an  extraordinary  development  in  many  birds. 

Ossification  of  the  Skull.  The  bones  of  the  skull  are  of  two 
kinds  as  to  origin:  (1)  those  that  arise  in  the  primordial  cranium, 
and  thus  replace  cartilage  (cartilage  bones  or  replacement  bones), 
and  (2)  those  that  arise  by  direct  ossification  of  membrane  (mem- 
brane or  covering  bones). 

The  cartilage  bones  of  the  bird's  skull  are:  (a)  in  the  occipital 
region;  the  basioccipital,  two  exoccipitals,  and  the  supraocci- 
pitals;   (6)  in  the  otic   region:   prodtic,  epiotic,  and  opisthotic; 
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(c)  in  the  orbital  region:  the  basisphenoid,  the  orbitosphenoids, 
the  alisphenoids  and  ossifications  of  the  interorbital  septum;  (d)  in 
the  ethmoidal  region  the  bony  ethmoidal  skeleton;  (e)  the  palato- 
quadrate  cartilage  furnishes  the  quadrate  bone;  (/)  a  proximal 
ossification,  the  articulare,  arises  in  Meckel's  caililage  and  fuses 
later  with  membrane  bones;  (g)  the  upper  part  of  the  hyoid  arch 
furnishes  the  columella,  and  the  ceratohyals  the  os  entoglossum; 
(A)  the  cerato-  and  epibranchials  ossify  independently,  as  also 
do  the  two  copulflB.     (See  Figs.  243,  244  and  245.) 

The  membrane  bones  of  the  skull  are:  (a)  in  the  region  of  the 
cranium  proper:  parietals,  frontals,  squamosals;  (6)  in  the  facial 
region:  lachrymals,  nasals,  premaxillae,  maxillae,  jugals,  quad- 
rato-jugals,  pterygoids,  palatines,  parasphenoid,  and  vomer;  (c) 
surrounding  Meckel's  cartilage  and  forming  the  lower  jaw:  angu- 
lare,  supra-angulare,  operculare,  and  dentale.  (See  Figs.  243,  244 
and  245.) 

The  embryonic  bird's  skull  is  characterized  by  a  wealth  of 
distinct  bones  that  is  absolutely  reptilian;  but  in  the  course  of 
development  these  fuse  together  so  completely  that  it  is  only  in 
the  facial  and  visceral  regions  that  the  sutures  can  be  distinguished 
readily. 

In  order  of  development  the  membrane  bones  precede  the 
cartilage  bones,  though  the  latter  are  phylogenetically  the  older. 
Thus,  about  the  end  of  the  ninth  day,  the  following  bones  are 
present  in  the  form  of  delicate  reticulated  bars  and  plates:  all 
four  bones  of  the  mandible,  the  faint  outline  of  the  premaxillae, 
the  central  part  of  the  maxillae,  the  jugal  and  quadratojugal,  the 
nasals,  the  palatines  and  pterygoids.  The  base  of  the  squamosal 
is  also  indicated  by  a  small  triangular  plate  ending  superiorly  in 
branching  trabeculae,  delicate  as  frost-work.  A  faint  band  of 
perichondral  bone  is  beginning  to  appear  around  the  otic  process 
of  the  quadrate,  the  first  of  the  cartilage  bones  to  show  any 
trace  of  ossification.  These  ossifications  appear  practically 
simultaneously  as  shown  by  the  examination  of  the  earlier  stages. 

On  the  twelfth  day  these  areas  have  expanded  considerably, 
and  the  frontals  and  prefrontals  (lachrymals)  are  formed;  the 
rostnim  of  the  parasphenoid  is  also  laid  down,  and  the  exoccipi- 
tals  api)ear  in  the  cartilage  at  the  sides  of  the  foramen  magnum. 
The  parietals  appear  behind  the  squamosal  (Fig.  242)  about  the 
thirteenth    day:    the    basioccipitals   soon    after.      The  supraoc- 
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cipital  appears  as  a  pair  of  ossifications  in  the  tectum  synoticum 
on  each  side  of  the  dorsal  middle  line,  subsequently  fusing 
together. 

A  detailed  history  of  the  mode  of  ossification  of  all  the  various 
bones  of  the  skull  would  be  out  of  place  in  this  book.  The  figures 
illustrate  some  points  not  described  in  the  text.  The  reader  is 
referred  to  W.  K.  Parker  (1869)  and  to  Gaupp  (1905). 

V.   Appendicular  Skeleton 

The  appendicular  skeleton  includes  the  skeleton  of  the  limbs 
and  of  the  girdles  that  unite  the  limbs  to  the  axial  skeleton.  The 
fore  and  hind-limbs,  being  essentially  homonymous  structures. 
exhibit  many  resemblances  in  their  development. 

The  Fore-Umb.  The  pectoral  girdle  and  skeleton  of  the 
wing  develop  from  the  mesenchyme  that  occupies  the  axis  and 
base  of  the  wing-bud,  as  it  exists  on  the  fourth  day  of  incuba- 
tion. It  is  probably  of  sclerotomic  origin,  but  it  is  not  known 
exactly  how  many  somites  are  concerned  in  the  chick,  nor  which 
ones.  After  the  wing  has  gained  considerable  length  (fifth  day) 
it  can  be  seen  from  the  innervation  that  three  somites  are  prin- 
ci[)ally  involved  in  the  wing  proper,  viz.,  the  fourteenth,  fifteenth, 
and  sixteenth  of  the  trunk.  Rut  it  is  probable  that  the  nie.sen- 
chyme  of  the  base  of  the  wing-bud,  from  which  the  [x^ctoral 
girdlo  is  formed,  is  derived  from  a  larger  num])er  of  somites. 

It  is  important,  tlien,  to  note  first  of  all  that  the  scapula, 
corafoid.  claviole,  luinierus,  and  distal  skeletal  elements  of  tlie 
winii^  are  represented  on  the  fourth  day  by  a  single  condensation 
of  niesenchynio,  which  c'()rresj)onds  essentially  to  the  glenoid 
region  of  the  definitive  skeleton.  From  this  common  mass  a 
projertion  grows  out  distally  in  the  axis  of  the  wing-hud.  and 
three  projoftions  })roxinially  in  different  directions  in  the  body- 
wall.  These  ])r()j(H'tions  are  (1)  the  primordium  of  the  winir- 
skeleton,  (2)  of  the  scapula,  (3)  of  the  coracoid,  (4)  of  the 
clavicle. 

The  Pectoral  Girdle.  The  elements  of  the  pectoral  girdle  are 
thus  outgrowths  of  a  common  mass  of  mesenchyme.  The  scapula 
j)rocess  gn^ws  backward  dorsal  to  the  ri})s;  the  coracoid  procos 
grows  ventralward  and  sliglitly  posterior  towards  the  primordium 
of  the  sternum,  thus  forming  an  angle  slightly  less  than  a  riirht 
angle  with  the  scapular  process;  and  the  clavicular  process  grows 
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out  in  front  of  the  coracoid  process  ventrally  and  towards  the 
middle  line.  These  processes  are  quite  well  developed  on  the 
fifth  day,  and  increase  considerably  in  length  on  the  sixth  day, 
when  the  hind  end  of  the  scapula  nearly  reaches  the  anterior  end 
of  the  ilium,  and  the  lower  end  of  the  coracoid  is  very  close  to 
the  sternum.  The  elements  are  still  continuous  in  the  glenoid 
region. 

About  the  end  of  the  sixth  day  independent  centers  of  chon- 
drification  appear  in  the  scapula  and  coracoid  respectively  near 
their  union;  these  spread  distally  and  fuse  centrally,  so  that 
on  the  seventh  day  the  coraco-scapula  is  a  single  bent  cartilagi- 
nous element.  In  the  angle  of  the  bend,  however  (the  future 
coraco-scapular  joint),  the  cartilage  is  in  a  less  advanced  condi- 
tion than  in  the  bodies  of  the  two  elements.  The  clavicular 
process,  on  the  other  hand,  never  shows  any  trace  of  cartilage 
formation,  either  in  early  or  more  advanced  stages,  but  ossifies 
directly  from  the  membrane.  It  separates  from  the  other  ele- 
ments of  the  pectoral  girdle,  though  not  completel}- ,  on  the  eighth 
day. 

The  scapula  and  coracoid  ossify  in  a  perichondral  fashion, 
beginning  on  the  twelfth  day,  from  independent  centers,  which 
approach  but  never  fuse,  leaving  a  permanent  cartilaginous 
connection  (Fig.  242).  The  clavicle,  on  the  other  hand,  is  a 
purely  membrane  bone;  bony  deposit  begins  in  the  axis  of  the 
membranous  rods  on  the  eighth  or  ninth  days,  soon  forming 
fretted  rods  that  approach  in  the  mid-ventral  line  by  enlarged 
ends,  which  fuse  directly  without  the  intervention  of  any  median 
element  about  the  twelfth  to  thirteenth  day,  thus  forming  the 
furcula  or  wish-bone  (Fig.  246). 

The  nature  of  the  clavicle  in  birds  has  been  the  subject  of  a  sharp 
difTcrence  of  opinion.  On  the  one  hand,  it  has  been  maintained  that  it 
is  double  in  its  origin,  consisting  of  a  cartilaginous  axis  (procoracoid) 
on  which  a  true  membrane  bone  is  secondarily  grafted  (Gegenbaur,  Fiir- 
bringer,  Parker,  and  others) ;  on  the  other  hand,  all  cartilaginous  preforma- 
tion in  its  origin  has  been  denied  by  Rathke,  (loctte,  and  Kulczycki.  After 
careful  examination  of  series  of  sections  in  all  critical  stages,  and  of 
preparations  made  by  the  potash  method,  I  feel  certain  that  in  the  chick 
at  least  there  is  no  cartilaginous  preformation.  It  is  still  possible  (in 
di»e<l  probable  on  the  basis  of  comparative  anatomy)  that  the  theory 
of  its  double  origin  is  correct  phylogenctically;  but  it  is  certain  that  the 
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pTOMncoid  component  does  not  develop  beyond  the  i 
in  the  chick.  It  is  interesting  that  the  clavicle  is  the  first  center  <rf  OMi- 
fication  in  the  body,  though  perichondral  oonfication  of  some  of  tb 
long  bonea  b^jina  almost  as  sowi. 

Tke  Wing-bonea.  The  primordium  of  the  •wiag-^Mna  ii 
found  in  the  axial  meseDchyme  of  the  wing-bud,  whieh  k  onp- 
sally  continuous  with  the  primordium  of  the  pectoral  girdle,  and 
shows  no'  trace  of  the  future  elements  of  the  skeleton.  The 
differentiation  of  the  elements  accompanitt  in  general  the  external 
differentiation  of  the  wing  illustrated  in  Figs.  121  to  124,  Qupt«r 
VII.  The  humerus,  radius,  and  ulna  arise  by  membranous  differ- 
entiation in  the  mesenchyme  in  substantially  their  definitive 
relations;  they  pass  through  a  complete  cartilaginous  stage  and 


Fig.  246.  ~  Photognqih  of  the  pectoral 
girdle  of  a  chick  embiyo  of  274  hours; 
prep&red  by  the  potuh  method.  (Prep- 
aration and  photograph  hj  Roy  L. 
Mooclic.) 
1.  (kiracoid.     2,  Clavicli>.     3,  Scapula. 

4,  Huniprus. 

then  ossify  in  a  perichondral  fashion  (see  Fig.  242).  In  the 
carpus,  iiietacarpii.s,  and  phalanges,  more  element*  are  formed 
in  the  membrane  and  cartilage  than  penist  in  the  a<Iult.  Elimi- 
nation as  well  as  fusion  takes  place.  These  parts  will  therefore 
require  separate  desirription. 

As  birds  have  descended  from  pentadartyl  ancestors  with 
subsequent  redurtion  of  carpus,  metacarpus,  and  phalanges,  it 
is  naturally  of  considerable  interest  to  learn  how  much  of  the 
ancestral  history  is  prvHcrved  in  the  embryology.  The  hand  is 
represented  in  the  embryo  of  six  days  by  the  spatulate  extremitv 
of  the  fore-limb,  which  includes  the  elements  of  carpus,  meta- 
carpus, and  phalanges.  From  thift  e\])ansion  five  digital  rays 
gtow  out   simultaneously,   the   first   and   fifth   being   relntix'eiy 
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Rtniill;  the  secon<l,  third,  mid  fourth  represent  the  persistent  digits. 
In  eiich  r:iy  is  a  meniliranous  xkelctul  element,  which,  lionever, 
mion  disiipfwiinf  in  the  first  iind  fifth.  Thus  there  are  distinct 
indioatinns  of  a  pcntndurtyl  ntufic  in  the  dc\'el<)pment  <if  the 
binl's  winft. 

In  the  definitive  Hkeleton  there  nre  but  two  carj>.'il  ImncR, 
viz.,  A  rudiulc  at  the  extremity  of  the  radius,  and  an  ulnare  at 
the  extremity  of  the  ulna.  ]n  the  embryo  there  ih  evidence  of 
eevx'n  transitor)'  pieces  in  the  (.-arpus  arran);e<l  in  two  niws,  proxi- 
mal and  (listnl  (FifC-  247).     In  tlie  proximal  row  only  two  (fur- 


'.  —  .'*kflt'lon  of  the  wing  of  u  chick  cnibryii  of  S  liuys. 
K.  rnrkcr.) 

Cp.  ^<  •(>  n'ul  -t.  >Vci>iul.  tluni,  unil  fourth  cariMiMu.  (.'.  I'..  (Vntrulo- 
iiliuin-.  il.,  Hiiiiicnii'.  [.  It..  ItitcniM^lio-nuIiiiU-.  MV.  2,  -i,  4,  Si-cdiii), 
thini,  Aiul  fourth  im-turtu'iMlia.  P'cli.,  I'cricliiimlrul  lK>ne  II..  Itixliiiii. 
(■-,  lltui. 

tilajtet*  apix-ar,  viz.,  the  radiale  and  uhiart';  Imt  in  earlier  stafTPi* 
eiich  api)ears  to  lx>  ilerived  from  tw<)  centers:  the  radiale  fnini  a 
ntdiale  s.s.  and  an  iiitermedinni.  the  nlnare  from  an  ulnare  s.s, 
and  a  centrale.  Kviileuco  of  such  donhle  orijchi  of  each  is  found 
al?!0  in  the  cart ilaf:! nous  I'lindition  (v.  I'arker,  1S.SS).  Four 
elements  in  all  enter  into  the  conifxisition  of  this  pnixinial  niw. 
In  tlio  distal  n)W  then'  are  thn-c  distinct  elements  corn-sixindinR 
til  till'  ihn-c  i>ersistent  liiKits.  and  rcpieseiitinfr,  therefure,  carpaliu 
II,  III.  and  IV.  Tliese  sul>s."<iiicntly  fuse  with  one  another, 
and  with  the  li.'ads  of  the  nieta<>ar|.als  to  pii.duce  the  cann.- 
mclacarpiis. 

l)n  the  seventh  day  the  im'tacarinifi  is  repifscnfcil  by  llin-e 
cartilaties  corn>s|)oii.linn  'o  the  thn-e   iK'i^istcnt   dicits,   vi/..    II, 
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III,  IV.  Metacarpal  II  is  only  about  one  third  the  length  of  IIL 
Metacarpal  IV  is  much  more  slender  than  III,  and  is  bowed  out 
in  the  middle,  meeting  III  at  both  ends.  The  elements  are  at 
first  distinct,  but  II  and  III  fuse  at  their  proximal  ends  in  the 
process  of  ossification.  Cartilaginous  rudiments  of  metacarpal 
I  and  V  have  also  been  found  by  Parker,  Rosenberg,  and  Leighton. 
As  to  the  phalanges,  Parker  finds  two  cartilages  in  II,  three 
in  III,  and  two  in  IV  on  the  seventh  day;  but  already  on  the 
eighth  day  the  distal  phalanges  of  III  and  IV  have  fused  with 
the  next  proximal  one. 

As  regards  the  homology  of  the  digits  of  the  wing,  the  author  has 
adopted  the  views  of  Owen,  Mehnert,  Norsa,  and  Leighton,  that  they 
represent  numbers  II,  III,  and  IV,  which  seem  to  be  better  supported 
by  the  embryological  evidence  than  the  view  of  Meckel,  Gegenbauer, 
Parker,  and  others,  that  they  represent  I,  II,  and  III. 

The  Skeleton  of  the  Hind-limb.  The  skeleton  of  the  hind- 
limb  and  pelvic  girdle  develops  from  a  continuous  mass  of  mesen- 
chyme situated  at  the  base  of  the  leg-bud.  The  original  center 
of  the  mass  represents  the  acetabular  region;  it  grows  out  in  four 
processes:  (1)  a  lateral  projection  in  the  axis  of  the  leg-bud.  the 
primordiuni  of  the  leg-skeleton  proper,  (2)  a  dorsal  process,  the 
priniordiuni  of  the  ilium;  and  two  diverging  ventral  processes. 
one  in  front  of  the  acetabulum  (3)  the  pubis,  and  one  ]>ehiii«l 
(4)  the  ischium.  In  the  membranous  condition  the  elcMuents  art' 
continuous.  The  definitive  elements  develop  either  a.s  .'<o[)aratc 
cartihigc  ccntoi's  in  the  conunon  mass  (usually),  or  as  sei)aratc 
centers  of  ossification  in  a  common  cartihiginous  mass  (ilium 
and  ischium). 

The  Pelvic  Girdle.  The  j)nmitive  rchitions  of  the  elements  of 
the  jx^lvic  irinllc  in  Lams  ridihunthis  is  shown  in  Fi^^.  24S.  which 
represents  a  section  in  the  sa<i;ittal  |)lane  of  the  body,  and  tliu> 
(h)os  not  necessarily  show  the  full  extent  of  any  of  the  cartihiiri- 
nous  ekMncnts.  but  only  their  <!:eneral  relations.  The  head  of  the 
femur  is  sc(mi  in  the  acetabulum,  the  broad  j)late  of  the  ilium 
al)ove  and  the  ])ubis  and  ischium  as  cartilag'nous  rods  of  alnio>t 
ecjual  widtli  l)clow,  tlie  ])ul)is  in  front  and  the  ischium  Indiin-l 
the  acetabulum.  In  this  sta^irc  the  i)elvic  trirdle.  in  this  an-i 
niany  other  sj)(^ci(\s  of  birds,  consists  of  three  sei)arate  elements 
on  each  side*  in  esscuitiallv  rcotilian  relations. 
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In  the  chick  at  a  corresponding  age  the  ilium  b  much  more 
extensive,  and  the  ischium  is  united  with  it  by  cartilage;  the 
pubis,  however,  has  only  a  membranous  connection  with  the 
ilium  {contra  Johnson).  In  the  course  of  development  the  distal 
ends  of  the  ischium  and  pubis  rotate  backwards  until  the  two 
elements  come  to  lie  substantially  parallel  to  the  ilium  (Figs. 
242  and  24!)).     The  displacement  of  the  ischium  and  pubis  may 


Fia.  248.  —  Sa^iltal  section  of  the  rijtht  half  of  the  bwiy 
of  LaniB  ridibundua,  to  show  the  composition  of  the  |>cl- 
vic  pnlle;  x  35.     Lenicth  of  the  leg-bud  of  the  embryo, 
0.4  mm.     (After  Mehnert.) 
F.,  Kcmiir.    cr.  N.  Crunil  nerve.    II.,  Ilium.     I.  s.,  Is- 

rhiiiiii.     Is,  N.,  Ischial  neiA'e.     ob.  N.,  Obturator  nerve. 

P.,  Pubis. 

lie  a-ssociatod  with  the  upright  gait  of  birds;  it  is  fully  established 
on  the  eighth  day  in  the  chick.  The  mode  of  o.'wification,  which 
is  pcricliondriil,  is  shown  in  Fig.  249, 

Liiler.  the  ilium  obtains  a  very  extensive  pif-  juul  p«wt- 
ucetabular  iinion  with  the  vertebrae,  I  have  found  no  evidence 
in  a  cunipleto  scries  of  preparations  (potash)  uf  attachment  by 
rilts  arising  as  independent  ossifications.     The  ibp**" 
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with  the  ventral  posterior  border  of  Hbe  ilium,  and  Uw  pdii, 

except  ftt  its  anterior  uid  posterior  ends,  with  the  &ee  boidw 

of  the  iBchium. 

The  spina  iHaea,  ft  pre-aeetabulsr,  bony  prooeos  of  the  ifium, 
teqnires  epecial  mention  m- 
asmnch  as  it  has  been  intw- 
pieted  G»y  Marsh)  as  tia 
true  pubis  of  lurds,  and  Oe 
element  ordinarily  named 
the  poUs  as  hotDokteom  to 
the  post-pubis  of  some  iq>- 
tiles.  There  is  iw  evidem 
for  this  in  the  de-velopmnrt. 
The  spina  iliaca  developB  v 
a  oaitilaginous  outcrowtb  of 
tite  ilium  and  oasifiee  from 
the  Utter,  not  bom  an  indB- 
pendent  center  (Mebnert). 

The  Leg-^kOetim.  T%e 
skeleton  of  the  leg  devek>is 
^  f toin  the  axial  mesenchyme, 
which  is  at  first  continuous 
with  the  primordium  of  the 
pelvic  girdle.  In  the  process 
of  chondrification  it  seg- 
ments into  a  larger  number 
of  elements  than  found  in 
the  adult,  some  of  which  are 
suppressed  and  others  fuse 
together.  The  digits  grow 
out  from  the  palate-like  ex- 
pansion of  the  primitive 
limb  in  the  same  fashion  as 
in  the  wing.     In  general  the 

separate  elements  arise  in  the  proximo-dbtal  order  (Figs.  242  and 

249). 

The  femur  requires  no  special  description;  ossification  begins 

on  the  ninth  day. 

The  primordium  of  the  fibula  is  from  the  first  more  slender 

than  that  of  the  tibia,  though  relatively  far  larger  than  the  adult 


Fio.  249,  —  Photograph  of  the  skeleton 

of  the  leg  of  a  chick  embryo  of  15  days' 

incubation.     Prepared    by  the   potaah 

method.    (Preparation  and  pbotograpb 

by  Roy  L.  Moodie.) 

I,  TibU.     2.  Fibula,     .i.  Patella.     4, 

Femur.      5.    Ilium.      6,   Pleurocentra   of 

sacral  vertebrse.    7,  Ischium.     8,  Pubis. 

9,  Tarsal  ossification.     10,  Second,  third, 

and  fourth  metatarsals.     11,  First  nrteta- 

tarsal.    I,  II,  III,  IV,  First,  second,  tbird, 

and  fourth  digits. 
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fibulu.  The  fibular  cartilage  exknuls  Ihe  entire  length  of  the  crua, 
but  ossification  is  confined  largely  to  its  proximal  end;  on  the 
fourteenth  day  its  lower  half  is  represented  by  a  thread-like  fila- 
ment of  bone. 

No  separate  tarsiil  elements  are  found  i 
embryo  there  are  at  least  three  cartilages, 
viz.,  a  fibulare,  tibiule  and  n  large  distal 
element  oppo.site  the  three  main  metatar- 
sals. In  the  course  of  development,  the 
two  proximal  elements  fuse  with  one 
another,  and  with  the  distal  end  of  thp 
tibia.  The  distal  element  fuses  witli 
the  three  main  metatarBols,  firat  with  the 
second,  then  with  the  fourth,  and  lastly 
with  the  third  (Johason). 

Five  digits  are  formed  in  the  mem- 
branous stage  of  the  skeleton.  In  tUv 
ease  of  the  fifth  digit,  only  a  small  nodulf 
of  cartilage  (fifth  metatarsal)  develops  and 
soon  disappears.  The  second,  third,  and 
fourth  are  the  chief  digits;  the  first  i^ 
relatively  small.  Metatarsals  2,  3,  and  4 
are  long  and  ossify  separately  in  a  peri- 
chondral fashion.  They  become  applied 
near  their  middle  and  fuse  with  one 
another  and  with  the  distal  tarsal  element 
to  form  the  tarso-metatarsus  of  the  adult 
(Fig.  250).  The  first  metatarsal  is  short, 
lying  on  the  prcaxial  side  of  the  dbtal  end 
of  the  others  (Fig.  249);  it  ossifies  after 
the  first  phalanx.  The  number  of  pha- 
langes is  2,  3,  4,  and  5  in  the  firet,  second,  third, 
respectively  (Fig.  249). 

The  patella  is  clearly  seen  in  potash  prcpnrationH  of  ihirtt-eii-day 
chicks.  At  the  same  time  (here  ia  a  distinct,  ihouKh  minute,  separate 
(Tenter  of  ossification  in  the  tarsal  rcgioti  (Fig.  24'J). 
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^  fila-  1 


of  the  skeleton  of  the 
foot  of  a  chick  embryo 
of  IS  day  a'  incubation. 
(Prpparalion  and  pho- 
tograph    by    Roy    L. 
Hoodie] 
1.2,3.4,  First,  second, 
third,  and  fourth  diitilii. 
M  2.  M  3,   M  4,  Second, 
third,  and  fourth  meta- 

id  fourth  digits 
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Abducens  nerve,  267 

Abducens  nucleus,  262,  263 

Abnormal  cegs,  25 

Accessory  cleavage  of  pigeon's  egg, 
38,  43,  44 

Accessory  mesenteries,  340,  341 

Acustico-facial  ganglion  complex,  159 
160,  262,  268 

Air-sacs,  326,  330,  331 

Albumen,  18 

Albumen-sac,  217,  224 

Albuginea  of  testis,  397 

Alecithal  ova  (hee  isolecithal) 

Allantois,  blood-supply  of,  222;  gen- 
eral, 217;  inner  waU  of,  220;  neck 
of,  143,  144,  316;  origin  of,  143, 
144;  outer  wall  of,  220;  rate  of 
growth,  221;  structure  of  inner 
wall,  223;  structure  of  outer  wall, 
223 

Amnion,  effect  of  rotation  of  em- 
bryo on,  140,  141,  142;  functions 
of,  231;  head  fold  of,  137,  139; 
later  history  of,  231 ;  mechanism 
of  formation,  139,  140;  muscle 
fibers  of,  231;  origin  of,  135;  sec- 
ondary folds  of,   142 

Anmio-caniiae  vesicles,  92,  1 16 

Ampulla*  of  semicircular  canals,  291 

Anal  plate,  143,  182 

See  also  cloacal  membrane 

Angioblast,  88 

Anterior  chamber  of  eye,  278 

Ant€»rior  commissure  of  spinal  cord, 
origin  of,  244 

Anterior  intestinal  portal,  95  (Fig. 
49),  121,  132 

Anterior  mesenteric  artery,  363 

Aortic  arches,  198,  199,  203,  358- 
362;  transformations  of,  359-361 

ApjK'ndicular  skeleton,  434 

AijutHluct  of  Sylvius,  251. 

Arrhonteron,  55 

Art'a  opaca,  39,  50,  61,  86;  pellu- 
rida,  39,  50,  61 ;  vasculosa,  61,  86; 
vitellina,  61,  62,  86 

Arterial  svstem,  121,  126,  198,  199, 
203,  204.  228,  358-363 

Atlas,  development  of,  420 

Atrium  bursa*  omentalis,  344 


Auditory  nerve,  295 ;  ossicles,  299^ 
432;  pit,  168 

Auricular  canal,  354 

Auriculo- ventricular  canal,  348;  di- 
vision of,  355 

Axis,  development  of,  420 

Axones,  origm  of,  235 

Basilar  plate,  429 

Beak,  302,  304 

Biogenesis,  fundamental  law  of,  4 

Blastoderm,    17;  diameter   of   unin- 

cubated,  61 ;  expansion  of,  50,  53^ 

61 
Blastopore,  55,  82 
Blood-cells,  origin  of,  1 18 
Blood-islands,  origin  of,  86,  89 
Blood-vessels,  origin  of,  118 
Botly-cavity,  115,  205-210,  333 
Bony  labyrinth,  296 
Brain,    primary    divisions    of,    108; 

early  development   of,    147,    156; 

lat4.*r  development  of,  244-252 
Branchial  arch,  first,  skeleton  of,  432 
Bronchi,  325,  326 
Bulbus  arteriosus,  198,  201,  202,  348; 

fate  of,  357 
Bursa  Fabricii,  314,  317,  319 
Bursa  omenti  majoris,  344 
Bursa  omenti  minoris,  344 

Canal  of  Schlemm,  279 

Cardinal  veins,    anterior,    200,    204^ 

205,  363;  posterior,  200,  204,  205, 

368 
Carina  of  sternum,  427 
Carotid  arch,  361 
Carotid,  common,  362;  external  359, 

361 ;  internal,  359-361 
Carpus,  436,  437 
Cartilage,  absorption  of,  408;  Iwnes^ 

definition,     407;  calcification     of^ 

4a) 
Caval  fold,  344 
(\ivo-caliac  recess,  344 
Cavuni  >ul>-puhnonale,  342 
(Vll-chaiu  hypotliesis,  255 
Cell  theory,*! 

Central  and  marginal  cells,  41.  42 
Central  canal  of  spinal  cord,  242 
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Cerebellum,  155,  251 

CM>halic  mesoblasUo  somitesy  108, 
269  428 

Cerebral  flexures,  149,  245 

Cerebnd  xani^  157-162,  262 

Cerebral  nemispneres,  origin  of,  151 ; 
(see  tdenoephalon) 

Cervical  flexure,  133,  245 

ChalazsB,  18 

CSiemical  composition  of  parts  of 
hen's  egg,  20,  21 

Chiasma  opticus,  154,  249 

Choanse,  215,  285 

Chondrification,  408 

Chorion,  135,  217,  218,  220 

Choroid  coat  of  eye,  279;  fissure, 
166,  281 ;  plexus,  248 

Chromaffin  tissue,  404 

Chronology,  64 

CSlary  processes,  272,  274 

CSirculation  of  blood,  121,  122,  197- 
200,  372-376 

Chwilation  of  blood,  chanjges  at 
hatching,  376;  completion  of 
double,  355 

Classification  of  stages,  64^7 

Clavicle,  434,  435 

Cleavage  of  ovum  (hen),  39-43 

Cleavage  of  ovum  (pigeon),  43-47 

Ooaca.  314-319;  (see  hind-gut) 

Cloaca!  membrane,  315,  318;  (see 
also  anal  plate) 

Coeliac  arteiy,  363 

Coelome  (see  body-cavity) 

Coenogenetic  aspects  oif  develop- 
ment, 6 

Collaterals,  origin  of,  238 

Collecting  tubules  of  inesonephros, 
379,  380 

Colliculus  palato-pharyngeus,   398 

Commissura  anterior,  252;  inferior, 
252 ;  posterior,  252 ;  trochlearis,  252 

Concrescence,  theory  of,  82,  84 

Cones  of  growth,  235 

Conjunctival  sac,  279 

Coprodaeum,  315,  318,  319 

Coracoid,  434,  435 

Cornea,  278 

Corpus  striatum,  247 

Corpus  vitreum,  275 

Cortical  cords  of  suprarenal  cap- 
sules, 405 

Cranial  flexure,  133,  245;  nerves,  261 

Cristae  acusticte,  295 

Crop,  312 

Crural  veins,  372 

Cushion  septum,  355 

Cuticle  of  shell,  17 

Cutis  plate,  185,  188 


Delimitation  <^  emlMrjro  f  fom  hb»> 
todom,  91 

Dendrites,  mgin  of,  236 

Determinantfly  7 

Dieneephaloi^  eariy  dev^iopniat  o^ 
152:  later  deveiofxiimt  of,  249 

Dorsal  acnrta,  origin,  of,  121 

Dorsal  longitudinal  fiasuie  and  mp- 
tum  of  spinal  cord,  243,  244 

Dorsal  mesentery,  172,  3^ 

Duct  of  BotaQua,  359,  361,  376 

Ducts  id  Cuvier,  200,  204,  207,  394 

Ductus  arteriomia  (aee  duet  of  Bo^ 
talus);  eholedooiius  (ooinmon  bile- 
duct),  181,  321;  oodilearis,  »3; 
cystico-enterieua,  321 ;  «ido|ynipb- 
aticus,  109,  289;  hepttlo-eviitiea^ 
ozif  nepaM>-eniefieu%  ozi;  ynoO' 
sus  (see  meatua  venoang) 

Duodenum,  310,  311 

Ear,  later  devdoixnent  of »  288 

Ectamnion,  138 

Ectoderm  and  entoctenit  orinn  of,  £2 

Ectoderm  <tf  oral  emri^,  m^ta  o( 
301 

Egg,  formation  of ,  2%  24,  25 

E;gg-tooth,  302,  303 

ESl>ryonic  circulation,  on  tlie  fouitli 
day,  372-374;  on  the  sixth  d», 
374;  on  the  eighth  day,  374-376 

Embryonic  membranes,  diagrams  of, 
219,  220;  general,  216;  origin  of, 
135;  summary  of  later  history,  145 

Endocardium,  origin  of,  119 

Endolymphatic  duct  (see  ductus 
endolymphaticus) 

Endolymphatic  sac  (see  saccus  endo- 
lymphaticus) 

Entobronchi,  327,  328 

Entoderm,  origin  of,  52 

Ependyma,  origin  of,  239 

Epididymis,  391,  398 

Epiphysis,  153,  249 

Epiphyses  (of  long  bones),   409 

Epistropheus,  development  of,  420 

Epithalamus,  251 

Epithelial  cells  of  neural  tube,  233, 
234 

Epithelial  vestiges  of  visceral  pouches 
309 

Epo5phoi'on,  401 

Equatorial  ring  of  lens,  277-278 

Excentricity  of  cleavage,  41,  47 

Excretory  system,   origin  of,    190 

External  auditory  meatus.  297,  300 

External  form  of  the  embryo,  211 

Eye,    early    development    of,     164; 
later  development  of,  271 

Eyelids,  279-280 
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Facial  refi^on,  development  of  the, 

214,  215,  216 
Facialis  nerve,  268 
Facialis  nucleus,  262,  263 
Femur,  440 
Fertilization,  35 
Fibula,  440 

First  segmentation  nucleus,  36 
Fissura  metotica,  429 
Foetal  development,  11 
Fold  of  the  omentum,  344,  345 
FoUicles  of  ovary,  22,  26,  27,  28,  30, 

400 
Follicular  cells,  origin  of,  27,  400 
Foramen,  interventricular,  353,  354; 

of  Monro,  247;  of  Winslow,  343; 

ovale,  355 
Foramina,  interauricular,  355 
Fore-brain,  origin  of,  108 
Fore-gut,  91,  93,  172 
Formative  stuffs,  15 
Funiculi  pnecervicales,  307 

Gall-bladder,  321 

Ganglia,  cranial  and  spinal,  156; 
cranial,  157,  158,  159,  262;  spinal, 
later  development  of,  254,  257 

Ganglion,  ciliare,  266;  geniculatum, 
268;  jugulare,  268;  olfactorium 
nervi  trigemini,  264;  nodosum, 
161,  268;  petrosum,  161,  268;  of 
Remak,  257 

Gastric  diverticula  of  body-cavity, 
340 

Gastrulation.  53,  84 

Genetic  restriction,  law  of,  8 

Genital  ducts,  development  of,  401 

Germ-colls,  general  characters  of, 
9-12;  comparison  of,  12-14 

Germ-wall,  47,  48,  69,  90,  128,  129 

Germinal  cells  of  neural  tube,  233, 
234 

Germinal  disc,  11,  12,  35.  37,  39 

Germinal  epithelium,  391,  392,  399 

(terminal  vesicle,  27,  28 

Gizzanl,  313,  314 

Glomeruli  of  pronephros,  192 

Glossopharyngeus,  ganglion  complex 
of,  161,  262,  268;  nerve,  208;  nu- 
cleus, 262,  263 

Glottis,  332 

Gray  matter  of  spinal  cord,  develop- 
ment of,  240;  origin  of,  239 

Haemal  arch  of  vertebne,  416,  417 

llarderian  gland,  2S() 

Hatching,  232 

Head,  development  of.  213 

Ilead-fold.  origin  of,  91 

Head  process,  73,  80 


Heart,  changes  of  position  of,  348, 
349;  development  on  second  and 
third  days,  200-203;  divisions  of 
cavities  of,  350;  ganglia  and  nerves 
of,  259;  later  development  of,  348; 
origin  of,  119 

Hensen's  knot,  73 

Hepatic  veins,  366 

Hepatic  portal  circulation,  366,  375 

Hermaphroditism  of  embryo,  391 

Heterotaxia,  133 

Hiatus  communis  recessum,  343 

Hind-brain,  origin  of,  108 

Hind-gut,  143,  172 

Hind-limbs,  origin  of  skeleton,  438 

Hoffmann's  nucleus,  240 

Holoblastic  ova,  11,  12 

Humerus,  436 

Hyoid  arch,  175:  skeleton  of,  432 

Hyomandibular  cleft,  174,  297 

Hypogloasus  nerve,  269 

Hypophysis,  154,  249 

Hypothalamus,  251 

Ilium,  438,  439 

Incubation,  normal  temperature  for, 
65,66 

Indiflferent  stage  of  sexual  organs, 
391 

Infundibulum  (of  brain),  154,  249 

Infundibulum  (of  oviduct).  See  os- 
tium tuba*  alxiominale 

Interganglionic  commissures,  156 

Intermediate  cell-mass,   114,   190 

Interventricular  sulcus,  348,  353 

Intervertebral  fissure,  412 

Intestine,  general  development  of, 
310,  311 

Iris,  272 ;  muscles  of,  273,  274 

Ischiadic  veins,  372 

Ischium,  4.38,  439 

Isolecithal  ova,  11 

Isthmus,  of  l)rain,  155;  of  oviduct,  22 

Jacobson,  organ  of,  286 
Jugular  vein,  36.3 

Kidney,  capsule  of,  390;  permanent, 
384-389;  secreting  tubules  of,  390 

Lagena,  293 

Lamina  terminalis,  105,  152,  247,  248 

Larva,  11 

Laryngotrach':»al    groove,    178,    .331, 

,332 
Larvnx,  ,3.T2 
Latebra,   19 

Lateral  plate  of  mesobla>t.  115 
Lateral  tongue  folds,  305 
Lens,   1G(>,  ;>76-278 
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ifttitimilar  lone  of  cpiac  eup»  271 

r,  844 


peritoneal  cavity, 

Ligamentom  pectinatum  irklifl^  279 

limiting  Bula,  130 

lingual  i^dfl,  306 

Li{>-groovets,  304 

Liver,  htstogenesis  of.  323;  later  de- 

.  vdopment  of,  319-323;  oiidn  and 

^  early  devdopment  of,  11^,  180, 
181;  origin  of  lobes  of,  322;  pri- 
maiy  ventral  ligament  of,  385 

Lungs,  178,  326 

Macula  utriculi,.  sacculi,  etc.,  295 

MalfN^hian  corpuscles  (mesonephiic) 
origin  of,  195 

Mammillse  of  shell,  17 

Mandibular  aortic  arch,  121,  122, 
203,204 

Mandibular  arch,  skeleton  of,  431 

Mandibular  glands,  306 

Mantle  layer  of  spinal  cord,  origin 
of ,  239 

Margin  of  overgrowth,  52,  57 

Marginal  notch,  60,  84,  85 

Marginal  velum,  235 

Marrow  of  bone,  origin  of,  410 

Maturation  of  ovum,  32 

Meatus  venosu^  199,  364,  366,  368 

Medullary  cords  of  suprarenal  cap- 
sules, 405,  406 

Medullary  neuroblasts  of  brain,  262 

Medullary  plate,  95;  position  of  an- 
terior end  of,  in  neural  tube,  102, 
103 

Megaspheres,  59 

Membrana  reuniens,  418 

Membrane  bones,  definition  of,  407 

Membranes  of  ovum,  10 

Membranous  labyrinth,  289 

Meroblastic  ova,  1 1 

Mesencephalon,  108,  155,  251 

Mesenchyme,  definition  of,  116 

Mesenteric  artery,  36.3 

Mesenteric  vein,  366,  367 

Mesenteries,  333 

Mesentery,  dorsal,  172,  342;  of  the 
vena  cava  inferior,  341 

Mesoblast,  gastral,  110;  of  the  head, 
origin  of,  116,  117;  history  of  be- 
tween 1  and  12  somites,  109;  lat- 
eral plate  of,  110,  115;  of  opaque 
area,  origin  of,  86,  88;  origm  of, 
74,  78;  paraxial,  110;  prostomial, 
110;  somatic  layer  of,  115;  splanch- 
nic layer  of,  115 

Mesobronchus,  326,  327 

Mesocardia  lateralia,  200,  207,  334, 
337 

Mesocardium,  origin  of,  120 


0 


MesogasUium,  309,  342,  343 
Mesonephricartenesy  363 
MeacNCiqphric  meaenteiy,  341 
Mescnmhrie  tubuleB.   f ormstkA  of. 
196 

Meson^hroa,  li^er  hisUiffy  of,  338; 

origin  and  eaxly  h»toiy  of »  194- 

197;  see  WoIffiMi  body 
Mesolhalamus,  251 
Mesothdiinn,  definitioii  of,  116 
Melaoarpua,  436,  437,  438 
Metamorphoas,  11 
Metanephros,  384~3d9 
Metatansals;  441 
Metathalat'nus,  251 
Metencephalon,  155,  251 
Mid-brain  (see  Mea^ice  * 
Mid-gut,  172,  181,  310 
MouUi,  301 
MOU^iain  ducts,    391; 

in  mate,  402,  403;  origm  of,  400* 

402,  403 
Muscles  oi  iris,  274 
Muscle  plate,  185,  186 
Mydencephaloh,  155,  252 
Myocardium,  origin  of»  119 
Myotome,  188 

Nares,286 

Nephrogenous  tissue,    195,    378;  of 

metanephros,  384,  387 
Nephrotome,  114,  190 
Neural  crest,  156 
Neural  folds,  97,  99 
Neural  groove,  97 
Neural  tube,  95,  105 
Neurenteric  canal,  73,  82 
Neuroblasts,   233-239 ;  classes   of,  in 

spinal  cord,  244 
Neurocranium,  427,  428 
Neuroglia  cells,  origin  of,  239,  240 
Neuromeres,  108,   148,    152,    155 
Neurone  theoiy,  236,  255,  256 
Neuropore,  101,  105 
Notochord,    later    development    of, 

411  ff;  origin  of,  80;  in  the  reeion 

of  the  skull,  428 

Oblique  septum,  331,  342 
Oculo-motor  nerve,     265 ;  nucleus, 

262,  263 
Odontoid  process,  origin  of,   420 
(Esophagus,   179,  310,  312 
Olfactory  lobe,  247 
Olfactory  nerve,  263 
Olfactory  pits,  169,  285 
Olfactory  vestibule,  285 
Omentum,  development  of,  343 
Omphalocephaly,  120 
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Omphalomesenteric  arteries,  199,363; 
veins,  364-366 

Ootid,  14 

Opaque  area,  see  area  opaca 

Optic  cup,  165, 271 ;  lobes,  251 ;  nerve, 
28:^,  284,  285;  stalk,  149,  164,  284, 
285;  vesicles,  accessory,  164 

Optic  vesicles,  primary,  108,  164; 
secondary,  166 

Ora  serrata,  272 

Oral  cavity,  215,  216,  301 

Oral  glands,  306 

Oral  plate,  95,  173 

Orientation  of  embryo  on  yolk,  25, 63 

Ossification,  408-411;  endochondral, 
409;  perichondral,  408 

Ostium  tulwe  abdominale,  23;  devel- 
opment of,  402,  403;  relation  to 
pronephros,  402 

Otocyst,  168;  later  development  of, 
289;  method  of  closure,  168 

Ovary,  22,  398-401;  degeneration  of 
right,  398 

Oviducal  membranes  of  ovum,  10 

Oviduct,  22;  later  development  of, 
4a3 

Ovocyte,  13,  26,  27 

Ovogenesis,  12,  26 

Ovogonia,  12,  26 

Ovum,  2.  10;  bilateral  symmetry  of, 
15;  follicular  membrane  of,  10;  or- 
ganization of,  14;  polarity  of,  14 

Palate,  285,  299 

Palatine  glands,  306 

Palingeuetic  asi)ect8  of  development, 

6 
Pancreas,  181,  323-325,  347 
Pander's  nucleus,  19 
Papilla*  conjunctivse  sclerap,  280 
Parabronchi,  328 
Parachordals,  428,  429 
Paradidymis,  391,  398 
Paraphysis,  248 
Parencephalon,  108,  153,  249 
Parietal  cavity,    92,    116,    207,    208, 

333,   334 
Par()(iph(;ron,  401 
Pars  copularis  (of  tongue),  305 
Pars  inferior  labyrinthi,  2K9,  293 
Pars  su|KTior  labyrinthi,  2*<9,  291 
Parthenogenotic  cleavage,  35 
Patella,  441 
Pecten,  281,  282 
Pectoral  girdle,  434-436 
Pellucid  area  (see  area  j)ellucidr.) 
Pelvic  girdle,  438-440 
Periaxial  cords,  158,  159,  161 
Pericardiaco-peritoneal      membrane, 

338 


Pericardial  and  pleuroperitoneal  cav- 
ities, separation  of,  333 

Pericardium,  closure  of  dorsal  open- 
ing of,  337;  formation  of  mem- 
branous, 338;  see  parietal  cavity. 

Periblast,  38,  43,  47;  marginal  and 
central  48;  nuclei,  origin  of,  47,  48 

Perichondrium,  408 

Periderm,  304 

Perilymph,  296,  297 

Periosteum,  409 

Peripheral  nervous  system,  develop- 
ment of,  252 

Pflttger,  conls  of,  399 

Phaeochrome  tissue,  404 

Phalanges,  436,  438;  of  foot,  441;  of 
wing,  438 

Pharynx,  derivatives  of,  306;  early 
development  of,  93-95,  173;  post- 
branchial  portion  of,  178 

Phylogenetic  reduction   of   skeleton, 

Physiological  zero  of  development,  65 

Physiology  of  development,  6 

Pineal  Ixxiy,  153,  249 

Placodes,  160,  161 

Pleu'^l  ami  peritoneal  cavities,  sep- 
aration of,  340 

Pleural  grooves,  208,  209 

Pleuro-pericardial  membrane,  338 

Pleuroperitoneal  membrane,  326; 
septum.  340,  341 

Plica  encephali  ventralis,   149,  245 

Plica  mesogastrica,  341,  344,  368 

Pneumato-enteric  recesses,  209,  340 

Pneumatogastric  nerve,  268 

Polar  bodies,  13,  34 

Polyspermy,  35,  36,  37 

Pons,  252 

Pontine  flexure,  149,  245 

Postanal  gut,  182 

Postbranchial  Ixxiies,  307,  309 

Posterior  intestinal  portal,  132 

Postotic  neural  crest,  160,  161 

Precartlial  plate,  334,  338 

Preformation,  6 

Pre-oral  gut,  174 

Pre-oral  visceral  furrows,  174,  175 

Preotic  neunil  crest,  158 

Primitive  gn)ove,  72 

Primitive  int*»stine,  55 

Primitive  knot,  73 

Priniitivi*  moiith,  55,  82 

Primitive*  ova,  26,  392,  399 

Primitive  pit,  73 

Primitive  plate,  73 

Primitive  stn»ak,  69;  int^^ruretation 
of,  82;  origin  of,  74;  relation  to 
embryo,  85 

Primordia,  e 
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Primordial  cranium,  development  of, 

428 
Primordial  follicle,  27 
Proamnion,  86,  138 
Procoracoid,  435 
Proctodffium,  170,  314,  319 
Pronephros,  190-193 
Pronucleus  male  and  female,  34,  36 
Prosencephalon,  108,  149 
Proventnculus,  313 
Pubis,  438,  439 
Pulmo-enteric    recesses    (see    pneu- 

mato-) 
Pulmonary  arteries,  359 
Pupil  of  eye,  166,  272 

Radius,  436 

Ramus  communicans,  254,  257,  259 

Recapitulation  theory,  3;  diagram 
of,  5 

Recessus  hepatico-entericus,  343 ;  re- 
cessus  mesenterico-entericus,  343; 
recessus  opticus,  153;  recessus 
pleuro-peritoneales,  340;  recessus 
pulmo-hepatici,  340;  recessus  su- 
perior sacci  omenti,  340 

Rectum,  317 

Renal  corpuscles,  378,  383 

Renal  portal  circulation,  369,  372, 
375 

Renal  veins,  372 

Reproduction,  development  of  or- 
gans of,  390-403 

Respiratory  tract,  17S,  325 

Rete  testis,  398 

Retina,  274,  275 

Retinal  zone  of  optic  ciij).  271 

Rhoinl)encophalon.  lOS,  loo 

Ribs,  development  of,  424,  420 

s  (abbreviation  for  somites),  07 

Sacrum,  424 

Sacciilus,  293,  294 

Saccus   endolymphaticus,    100,    289, 

290 
Saccus  iiifuu(lil)uli,  249 
Scapula.  434,  4.So 
Sclerotic  coat  of  eve,  279 
ScUTOtouR's,  an<l  v(Tlebral  soirnionta- 

tiou,  412;  components  of.  412:  oc- 

cii)ital,   42S;  ori<ri"  of,    ISo.    ISO 
SocssfUs  pocket,  174 
Se<z;mcntal  arterites,  122.  199.  'MV2 
Scirmcntatiou   cavity,  A'A.  47,  o3  (s(»e 

also  sul)ircrminal  cavity) 
Semciiifcn)us  tubules,  ;i9S 
Semicircular  canals,  291 
Semi-lunar  valves.  )i.')2 
Sensory  areas  of  auditory  labyrintli. 

origin  of.  29() 


Septa  of  heart,  completion  of,  355, 
356,  357 

Septal  gland  of  nose,  287 

Septum  aortico-pulmonale,  351,  352; 
of  auricular  canal,  355;  bulbo- 
auricular,  353;  cushion,  351,  :i55; 
interauricular,  351,  354;  interven- 
tricular, 351,  353,  354;  of  sinus 
venosus,  358 

Septum  transversum,  208,  209,  334; 
derivatives  of,  339;  lateral  closing 
folds  of,  334,  337 ;  median  mass  of, 
335 

Septum  trunci  et  bulbi  arteriosi,  351 

Sero-amniotic  connection,  i;i8,  143, 
217 

Sexual  cords,  393,  394 ;  of  ovary,  398; 
of  testis,  395 

Sexual  differentiation,  394,  395 

Sheath  cells,  255 

Shell,  structure  of,  17 

Shell  membrane,  18 

Sickle  (of  Roller),  71 

Sinu-auricular  aperture,  357,  358 

Sinu-auricular  valves,  358 

Sinus  terminalis  86  (see  alno  vena 
terminalis) 

Sinus  venosus,  197,  200,  201,  357; 
horns  of,  358;  relation  to  septum 
transversum,  339 

Skeleton,  general  statement  con- 
cerning origin,  407 

Skull,  chondrification  of.  429-432 ;  de- 
velopment of,  427;  ossification  of, 
432,  433,  434 

Somatopleure,  62,  115 

Somite,  first,  position  in  end)ryo,  1 1 1 

Somites,  of  the  head,  114;  niexv 
blastic.  origin  of.  110.  Ill:  nies<>- 
blastic,  metameric  value  of,  1.S4; 
primary  structure  of,   114 

Spermatid,  13 

Spermatocyte,  13 

Spermatogenesis.  12 

S|)ermatogonia.  13 

Spermatozoa,  period  of  life  within 
oviduct.  3o 

Spermatozoon,  9 

Spina  iliaca,  440 

Spinal  accessory  nerve,  269 

Spinal  cord.  develoi)ment   of.   239 

Spinal  nerves,  components  of.  254; 
development  of,  2o2,  255:  somatic 
components  of.  2o4 :  splanchnic 
components  of.  2o0 

Splanclniocranium.  427 

Splanchnopleure.  ()2.  115 

Spleen,  34o  .'^47 

Spouiry  layer  of  shell,  17 

Stapes.  3(K) 
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Sternum,  development  of,  425-427 

Stigma  of  follicle,  25 

Stomach,  179,  313 

Stomoclsum,  170,  173 

Stroma  of  gonads,  393 ;  of  testis,  397 

Subcardinal  veins,  368,  369 

Subclavian  artery,  362 

Subclavian  veins,  363,  364 

Sub^erminal  cavity,  53,  61,  69 

Submtestinal  vein,  367 

Subnotochordal  bar,  416,  418 

Sulcus  lingualis,  298 

Sulcus  tubo-tympanicus,  298 

Supraorbital  sinus  of  olfactory  cav- 
ity, 285 

Suprarenal  capsules,  403-406 

Sutura  cerebralis  anterior,  103-105; 
neurochonialis  seu  ventralis,  105; 
terminalis  anterior,  105 

Sympathetic  nervous  system,  250- 
261;  relation  to  suprarenals,  406 

Sympathetic  trunks,  primary,  257; 
secondary,  258 

Synencephalon,   108,   153,  249 

Syrinx,  332 

Tables  of  development,  68 

Tail-fold,  131 

Tarsuh,  441 

Tectum  lobi  optici,  251 

Teeth,  304 

Tela  choroidea,  152 

Telencephalon     and     diencephalon, 

origin  of,  150 
Telencephalon,  later  development  of, 

245-249;  mtHlium,  151,  245 
Tclolecithal,  11 
Ten  homite  embryo,  description  of, 

122 
Testis,  395-398 
Tetrads,  33 

Thalami  optici,  154,  251 
Thymus,  308 
Thyroid,  178,  307 
Tongue,  305 
Torus  transversus,  248 
Tral)eculff,    of    skull,    428,    429;  of 

ventricles,  353 
Tnichca,  331,  332 
Trigeminal    ganglion    complex,    160,   ' 

2<)7 
Trigeminus  nerve,  267;  nucleus  (mo- 
tor), 262,  263 
TrochleariB  nerve,  266;  nucleus,  262, 

203 


Tubo-tymf»anic  cavity,  297-300 

Tubules  of  mesonepnros,  degenera- 
tion of,  :«0-382;  formation  of, 
195-196;  primary,  secondary,  ter- 
tiary, 379,  ;i80 

Turbinals,  285,  286,  431 

Turning  of  emi>ryo,  133 

Tympanum,  297,  300 

Ulna,  436 

Umbilical  arteries,  363;  veins,   367, 

368 
Umbilicus,  144;  of  yolk-sac,  216 
Unincubated    blastoderm,    structure 

of,  69 
Ureter,  origin  of,  384 
Urinogenital  ridge,  390,  391 ;  system, 

later  development  of,  378,  etc. 
Urodai'um,  314,  319 
Uteru.N,  22 
Utriculus,  291,  292 
Uvea,  273 

Vagina,  22 

Vagus,  ganglion  complex  of,  161; 
nerve,  268;  nucleus,  262,  263 

Variability,  embryonic,  64 

Vas  deferens,  401 

Vasa  efferentia,  398 

Vascular  svstem,  anatomy  of,  on 
fourth  day,  197-200;  origin  of,  117 

Venous  system,  127,  199,  204,  205, 
228,  363-372 

Velum  transversum,  150,  248 

Vena  cava,  anterior,  36ii,  364;  in- 
ferior, 368-372 

Vena  porta  sinistra,  367 

Vena  terminalis,  228;  see  also  sinus 
terminalis 

Ventral  aorta,  121 

Ventral  longitudinal  fissure  of  spinal 
coni,  243 

Ventral  mesentery,   131,    182,  343 

Vertebrae,  articulations  of,  421 ;  co- 
alescence of,  424;  costal  processes 
of,  418;  hypoeentnun  of,  418;  in- 
tervertebral liiraments  of,  421; 
ossification  of,  421-424;  pleuro- 
centrum  of,  418;  stage  of  chondri- 
fication  of,  4 IK;  sus|H'nsory  liga- 
ments of,  421 ; 

Vertebral  column,  411;  condition  on 
fourth  day,  414;  condition  on  fifth 
day,  41,),  417;  condition  on  s(»v- 
enth  and  eighth  days,  4 IS,  420; 
membranous  stage  of,  414 

Vertebral  s<*gmentation,  origin  of, 
412  IT 

Vis<MTal  arches,  175;  clefts,  174, 
307;   furrows,  174;   pouches,    174; 


pouehea,  early  devdopment  of ,  1 7J 
178;  pouctiM,  fate  (rf,  307,  306 

VHeOine  membrsM,  10,  30,  31 

Vitieous  humor,  27S 


wdr  (see  meoonei^mM): 
fttrophy,  380,  382,  401;  aexu&I 
Mid  non-aexual  portions,  306;  at 
ninety-six  hours,  370;  on  the 
sixth  day,  382;  on  the  ewhtii  day, 
882, 383;  on  the  eleventh  day,  3BS 


WoUEan  duet.  Ml,  193,  104,  301,  MI 

Yolk,  17,  19;  fomwtion  of,  29 
Yolk-sac,     143,     225-231:  entodmn 
of,  SO;  Uood-vcMelB  of,  237-230; 
ita  gf,    225-227;  ultimate  (ate 


sept 

<rfr280,231 
Ycdk-otheras,  10, 
Ydk-Salk,  132, 


Zona  ndiata,  10,  30,  31 
Zone  of  iuDctJon,  52,  57 
Zones  of  the  blaatoderm,.  127-120 
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